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Jucepraliisi NPUCBSIYEHA JOCIHIKEHHIO (DYHKI[IOHYBaHHS MOJICKYJISIPHUX
mianepoHiB / OU1KiB TemtoBoro moky (HSP) Ha pi3HuX piBHSAX — MOJIEKYJISIPHOMY,
KIITUHHOMY 1 OpPraHi3MOBOMY — Yy 3a0e3IeuyeHHl CTaOlIbHOCTI Ta IJIACTUYHOCTI
dbopmyBaHHS (HEHOTHUIY POCIMH SIK 32 ONTUMAJIbHUX, TaK 1 HECIPUATIUBUX YMOB
30BHINIHBOTO cepefoBuia. st mocmimkeHHs o0pano poauau maneponiB HSP70 i
HSP90, sxi OGepyTh ydacTh y 3a0e3ledeHHI SKOCTI OUIKa KIITHHH Ha BCHOMY
niarna3oHi cTidkocTi opraHizmiB. HSP70 BBakaroTbCsl TOJTOBHUMH CE€pell POJIUH
HSP OGararbox BuaiB opranizmiB. HSP90 xapaktepusyroTbcsi 3HaTHICTIO
KOHTPOJIFOBATH aKTHUBHICTH CIeM(pIYHOTO HA0Opy OUIKIB — KOMIIOHEHTIB PI3HHX
CUTHAJIBHUX HUIAXIB 1 PEryJsilii BAXKJIMBUX KJIITUHHUX IPOLECIB.

Bnepme B pamkax KOMILJIEKCHOTO JOCHIDKEHHS IPOaHaIi30BaHO Ta
y3arajbHeHO pi3HI HanpsAMH (QYHKIIOHYBaHHS IUX IIANEPOHIB — iX pOJb SK
cucTeMH Hecrmeuu(iuHoi CTIMKOCTI 3a Mii KpUTUYHOTO PiBHS (HAKTOPIB JOBKIJIIA,
3matHicTh 1uTOo30JbHUX HSP90 perymoBatu ekcmopecito HSP 1 TuM caMum
KOHTPOJIIOBATH YHCEJIbHICTh KJIITUHHOTO MyJly IIANepoHiB, a Takoxk yyacte HSP90
1 HSP70 y 3a0e3medeHHi CTabUIBHOCTI Ta IUTACTHYHOCTI POCTY, PO3BHUTKY 1
(GhOpPMOTBOPEHHS.

30Kpema, B cepii EKCIIEPUMEHTIB MEPEBIPEHO OCHOBHI MOJIOKEHHS 1 OTPUMAaHO
HOBl JaHl MO0 poii IUX OIIKIB Yy CTIMKOCTI POCHMH 10 3MiH (akTopiB
cepefoBuiia. Y MoOJENbHOI pociuHu Arabidopsis thaliana 3a nonomorow 3T-

[1JIP-anani3y kiHeTHKM ekchpecii re”iB HSP70 1 HSP90, mo KOayroTh OLIKK
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pi3HOI CYOKIITMHHOI JIOKami3amii, BHU3HAYEHO Ccreuu(iuHuii BHECOK OKPEMHX
YJIEHIB POJAMH Yy MIATPUMAaHHS OILJIKOBOIO T'OMEOCTa3y 3a HOPMAaJIbHUX YMOB, a
TaKOXK 3a Jii BHUCOKOI TeMmmepaTypu Ta BojgHOro aedinuty. OxapakTepuU30BaHO
ocoOnuBoCTI MpodiaiB TEHHOI eKcmpecii, fKi CTOCYIOTbcs 0a30BOro pIiBHA 1
ciennpiyHUX 0 YMHHUKA IIBUJKOCTI Ta CTymeHs 3MiH. BwusHaueHo
audepeHiiHni XapakTep eKcrpecii iHAynuOenbHUX reHiB. 3p00JeHO BUCHOBOK,
mo AtHSP70-4 € ocHOBHUM 1HAYUIIMOETHFHUM YJICHOM JBOX POJIMH Y JAHOTO BHIA,
toal sik AtHSP70-5 1 AtHSP90-1 — nopatkoBuM 1HIyIIMOETIBHUM KOMIIOHEHTOM,
BOKJIMBUM Yy 3aXHMCTI KJIITHH 3a J1i BUCOKOI TeMIIepaTypH 1 ciiabo pearyroyuMm Ha
BOAHMI nedinuT. 3HAYEHHS JOJATKOBOrO I1HAYIMOEIHbHOIO KOMIIOHEHTa B
3a0€e3MeUeHHI CTIMKOCTI POCIMHHUX KJIITHH HIATBEPIKEHO 3a JOIMOMOT0I0 HOKAyT-
MyTaHTIB Athsp70-5 1 Athsp90-1.

Ha mnpuknani nBox reHiB A. thaliana npoaeMOHCTPOBAHO, IO EKCIpecis
okpeMux HSP xapakTepu3yeThCsi TKAaHHMHOIO JIOKAII3alli€lo, 110 BKAa3y€ Ha MEBHY
cnenudiuHIiCTh GYyHKIIOHYBAHHS BIJNOBIAHUX IIANEepPOHiB. [HTEHCHBHY €KCIIPECito
AtHSP70-10-GUS BusiBI€HO B TiJaToAax 1 MPUIUCTKAX CIM AJI0JIb 1 CIPaBXKHIX
JUCTKIB, KJIITHHAX KOPEHEBOi IMMHUKM 1 IEHTPAJbHOIO IWIIHIAPY KOpEHS
npopoctkiB. [Ipoaykt rena muro3onasHoro 6ika AtHSP90-2 nerekTyBanu B ycix
opraHax IMpPOPOCTKIB, Y 3HAUHIM KUIBKOCTI — B MPOBIJHUX ITy4YKax, MapeHXIMI,
rizaTogax 1 IMPHIIMCTKAX CIM SIONb 1 cupaBxHIX JucTkiB. s AtHSP90-2-GUS
BU3HAYEHO BapiaOeibHICTh 3a IHTEHCUBHICTIO €KCIpecii MDK 1HAMBIAyyMamu. 3a
BIUIMBY BHCOKOI TeMIIepaTypu 1 BOAHOrO JAeiUTy BHU3HAYEHO 3MIHH B
IHTEHCUBHOCTI €KCIpecii IUX TEHIB IMpHU 3arajbHOMY 30epekeHHI il TKaHWHHOI
JIOKaJIi3ari.

s 3’sicyBaHHA OCOOMMBOCTEH peakiii 1 ajganTaiii y BHJIB, PI3HUX 3a
apeasioM 1 aJIalTUBHUM IMOTEHIIAJIOM, MIPOBEJACHO BECTEPH-O0JI0T-aHAI3 KIHETUKHU
cuHTe3y 1uuto30iapHuX HSP70 3a BUCOKOI TemmiepaTypu, [PyHTOBOI'O 3aTOIUICHHS 1
IpyHTOBOi mocyxu. Monensuui  Bua  A. thaliana  (Brassicaceae), sxui
XapaKTEepU3y€eTbCsl  MOMIPHMM  J11alla30HOM  CTIMKOCTI,  MOpIBHIOBAIU 3

BUCOKOIIaCTUYHUMH Me3oditamu Malva silvestris 1 M. pulchella (Malvacea),
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Sium sisaroideum (Apiaceae) Ta rinpoditom Trapa natans (Trapaceae). loBeneHo

IMyHOCTIOpigHEeHICTh 1TuT0301bHUX HSP70 y pocnun pizHux takcoHiB. [TokasaHo,
0 Ha TOYaTKy BIUIMBY YWHHUKA 3aXUCT KIITHH 3JIHCHIOETHCA 32 PaXyHOK
byHKIIOHYBaHHS 1CHYI04YOTO Myiy IuTo30ibHrX HSP70, Toai sk mpu 3011bIIeHH]
J03M  YMHHHUKA BIJIOYBA€ThCS  aKTHUBAIlll CUHTE3Y KOHCTUTYTHBHUX  Ta
iHaynmuOensHuX OinKiB. BimMmiueHo, mo CcHUHTE3 iHAYIHOETHLHOTO KOMITOHEHTA
MOYMHAETHCA Yepe3 MEeBHUM Jar-rnepioj Mmicisi KOHCTUTYTHBHOTO, IO BKa3zye Ha
ICHYBaHHSI JI030BOr0 mopory. Brepiie oxapakTepu30BaHO BHUIOBI OCOOIMBOCTI
O1TKOBUX TPO(UITIB, SIKIi CTOCYIOTHCSI KUTBKICHUX 1 YACOBUX TOKA3HHKIB KIHETHKHU
HSP70, BigmoBimaroTh 3MiHaMm (Hi310J0TIYHOTO CTaHy POCIWH 1 MOB’s3aHl 3 1X
Jiarma3oHoM CTidkocTi. B cTpec-peakiii Ha TOCTpy /il0 YUHHUKA (BHUCOKY
TEMIIepaTypy, 3aTOIUICHHS) CTIHKIII  BUAM  XapakTEepU3yBajduCs  OUIbII
IHTEHCUBHHUM 1 TPUBAJIMM CHHTE30M KOHCTUTYTHMBHMX Ta iHayuuoenbHux HSP70.
B excnepumeHnTax 13 3aTOIJIEHHSIM BU3HAYEHO CUCTEMHHUUN XapakTep BIAMOBIII HA
JIOKATi30BaHy Jif0 YMHHUKA — akTuBamito cuHTesy HSP70 B nmcTkax 3a ymoB
KOPEHEeBOI Tinokcii. B ekcriepuMenTax 3 MOCyXu JOBEJEHO, 110 M1 Yac ajanTaii
POCIIMH JI0 TMOCTYMOBOTO MOCUJICHHS MIKIJIMBOCTI (paKTOpa MmiATPUMKa OLTKOBOTO
rOMeOCTa3y KIITHH BiIOYBA€ThCS LUISIXOM mporpecuBHoro HakonudeHHss HSP70.
Busnaueno no3utuBHy kopendiito 60azoBoro piBas HSP70 (ix BMICTY B KIIITHHaX
JUCTKIB 32 OJHAKOBUX HOPMAJIbHUX YMOB) 3 aJIallTUBHUM IOTEHII1aJIOM POCIIVH.
[Tokazano, mo kiHeruka cuHtesy HSP70 € iHdopMaTUBHUM MOKA3HUKOM IpU
BHUBUYEHHI MOJIEKYJISIPHUX OCHOB PE3HCTEHTHOCTI BH/IIB.

B excniepuMeHTax 3 KOPEHEBOTO 3aTOMJICHHS Ha MPUKJIIAJ IBOX KOHTPACTHUX
3a CTIMKICTIO BUAIB MIPOJEMOHCTPOBAHO B3a€EMO3B 30K M1 PEAKLIEI0 MIANEPOHIB 1
nporecoM crernudiuHoi MeTaboYHOl ajanTallii Ta BU3HAYEHO OCOOJMBOCTI IHMX
MPOIIECIB 3aJIeKHO BiJI 3/JAaTHOCTI POCIUH 70 MOopdosioriuyHoi aganrarii. st 1isoro
MPOBEJCHO TOPIBHSUIBHUN aHamli3 A. thaliana, 37aTHOTO TIEPEHOCUTH JIUIIIE
HETpHUBAJE 3aTOIUICHHA, 1 S. sisaroideum, SKifi YCHINIHO aJaNTYeThCA O YMOB
MuTKoBO . JloBeneHo, 110 B aganTaili S. sisaroideum BUpIIAIIBHY POJb BiAIrpae

TFE€HETUYHA JIETEPMIHOBAHICTh KOMILUIEKCHOT BIAMOBIAI HAa KOPEHEBY TINOKCIIO Ha
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PI3HHMX PIBHSIX OpraHizailli, sika BKJIIOYa€ BUCOKY IHTEHCHBHICTb cuHTe3y HSP70

(koMmrioHeHTa HecnenuIvyHoil peakiii) 1 ankoroapaeriaporenasu (AL, pepmenty
cnenudiuHOi aHaepoOHOI ajamnTaiii) MNPOTSArOM MEepiofy YTBOPEHHS CUCTEMU
ACpEHXIMOHOCHUX aJBEHTUBHUX KOpeHIB (MopdonoriyHoi amamraiii), a TaKOX
KooIepalliro aepoOHMX 1 aHaepoOHMX MpPOIECIB y yaci Ta mpocropi. HaBmaku,
3MaTHICT A. thaliana TEpEeHOCUTH JUIIE HETPUBAJIE IEPE3BOJIOKEHHS IPYHTY
OB’ si3aHa 3 MOMIpHOIO0 TUMYacoBor0 1HAYyKIier0 HSP70 1 AJII' Ta He3maTHICTIO 0
YTBOPEHHsI PO3BMHEHOI aepeHXiMHU. Taki pe3ysibTaTh BKa3ylOThb Ha HEOOXIIHICTb
30uIbmIeHHs KiTHHHOTO Iyny HSP70 myst 3a0e3neueHHst mporeocTa3y KIITHH Mij
4yac 3MIHU TPAEKTOPIi PO3BUTKY POCIMHHOIO OpPraHi3My IiJi BIUIMBOM KOPEHEBOI
TINOKCIT 32 PI3HULI B TEHETUYHO 3alIpOrpaMOBaHUX IUIAXaX aHAepoOHOT ajanTarli
— HAsBHOCTI MeTa0ONIYHOI Ta CTPYKTYpHOI amamramii y S. sisaroideum 1 nuiie
MeTaboniyHoi amganTamii y A. thaliana. 3po6jieHO BUCHOBOK IMPO MPHUCTOCYBaHHS
KOHCepBaTUBHOI pojauuu maneponiB HSP70 no amantuBHUX OCOOJMBOCTEN BUAY
IPOTATOM (h1JIOTEHETUIHOTO PO3BHUTKY.

VYyacTh manepoHiB y peakilii pociaMH Ha HE3BUYHI JJII 3€MHUX OPraHi3MiB
dbakTopu — TrimeprpaBiTaIlilfo 1 MIKpOTpaBITAIlll0 — BHUBYEHO B Pl HA3eMHHX
excriepuMeHTiB. Te, mo GopMmyBaHHS (EHOTHUITY 3a BIJCYTHOCTI I'paBITAI[IHOTO
CTUMYJY  XapaKTepH3ye€TbCid  3HAYHOIO  KOHTHHYaJbHOIO  BapiaOeNbHICTIO
IIPOCTOPOBOTO PO3TAITyBaHHS OpraHiB, MPUBEJIO HAC IO BUCHOBKY PO BIJICYTHICTh
F€HETUYHO JAETEPMIHOBAHOI MPOrpaMH BIAMOBIAL HA HE3BUYHI IJIsl POCIUH YMOBH.
3 BHUKOPHUCTAaHHSAM BECTEpH-OJIOT-aHANI3y IOKa3aHo, IO BIANOBIAb POCIMHHHUX
KIITHH SIK Ha CHMYJbOBaHY MIKpPOTpaBiTaIlil0 (rOpU30HTAIbHE KIIIHOCTATYBaHHS,
2 00/xB), Tak 1 Ha 301JIbILIEHHS IPaBITALlIMHOIO HABAaHTAXKEHHS (LIEHTPUPYTyBaHHS)
MICTUTh THUMYAacOBY IMOCHIIOBHY aktuBaiito cuatesy HSP70 1 HSP90, mo €
IHIMKATOPOM CTpec-peakiii. Y BIANOBiAb Ha TiNeprpaBiTaIlil0 CTYIIHb 1
TpaBaJiCTh aKTHUBAIil 30UIBIIYBAIHCh 13 CHJIOI0 TSDKMHHA Ta 4yacoM ii mil. 3a
pesynbTaTamu KiibkicHoi 3T-IIJIP TpuBane kiiHOCTaTyBaHHS TaKOX CIPUYHHSIE
NEBHY aKTHBALl0 TeHHOi ekcrpecii uuto3oiasHux HSP70 1 HSP90. 3a nonomororo

I®A B edexTi KIIHOCTATYBaHHA HAMH BIEpIIE BIJOKPEMIICHO e(eKTH
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«0bepTaHHs» Ta «HOJOXKEHH» cTocoBHO ux HSP, 1 mokaszaHo, mo cuMmyiboBaHa

MIKpOTpaBiTallisi Ma€ HEBETUKHUM, aje CTAaTUCTUYHO 3HAUYIIMI BIUIMB HA PIBEHb
nux OuikiB. OTpuMaHi JlaHi CBig4aTh MPO T€, L0 3a BIJCYTHOCTI T€HETHUYHO
JETepPMIHOBAaHOI MpOTrpaMHu BIANOBIAI HAa 3MIHEHY TpaBiTallll0 aJamnTallis
POCIIMHHUX KJIITUH B1I0YBA€THCA 3 BUKOPUCTAHHSM HAasIBHUX Y HUX MOJICKYJISIPHUX
MexaHi3MiB. Briepiie moka3aHo, 10 TpuBaJieé KIIHOCTaTyBaHHS MPU3BOJUTH 0
OUTBII MBUAKOI Ta MOTYXXHOI 1HAYKII TeHiB muTo3onbHuXx HSP70 1 HSP90 B
peakIlii TerIoBOro MIOKY MPOTATOM HACTYMHOI TEIMJIOBOI €KCIO3MIIIl, a TaKOXK J0
NOCWIEHHS. TEPMOCTIMKOCTI pociuH. Taki JaHl cBig4aTh Mpo Te, IO
KJIIHOCTaTyBaHHS MOXK€ CHPUYUHSATA BUHUKHEHHS B POCIMHAX IEPEXPECHOI
CTIAKOCTI.

3a pesynbTaTamMu aHaiizy 0a30BOi, 1HIYKOBAHOI Ta MEPEXPECHOI CTIAKOCTI
pOCIUH 3p00JIEHO BUCHOBOK MPO JUHAMIYHICTH Jlana3oHy CTIMKOCTI OpraHizMy i
BaxxiuBe 3HaueHHs 1HAykUii HSP, 30kpema HSP70 1 HSP90, y nerepminauii ioro
MEX.

Po3pobisieHo crnocid BU3HAYEHHS CTaHy POCIHWH NPUPOIHUX EKOLIEHO3IB Ta
IHTPOYKOBAHUX POCIHH, IO BKIIOYAE OIIHKY (hi310JIOTIYHOTO CTaHy POCIWHU Ta
BIUIUBY Ha Hel ekoJyioriyHux (akropiB 3a BMictoMm OinkiB HSP70 y 3pasky
pociuHHOrO Marepiany (auctkax). IIpoBeneHo KHOro mnepeBIpKy LUISIXOM
TECTYBAaHHA POCIHH 9 BUAIB 6 POJUH 3a PI3HUX YMOB CEPEIOBHILA.

3 BuxopuctanHsMm 1Hrioitopy HSP90 renpmanamiumny (I'’JA) oTpumano
JOKa3H 1CHyBaHHs aBTOperyJisinii cuare3y HSP 3a npuHIMIIOM 3BOPOTHOTO 3B S3KY
1 peryJsini cTiikocTi pociuHHUX KiIiTHH Oimkamu HSP90. Tlokazano, 1mo o0poOka
I'TA mpopoctkiB A. thaliana Buxnukae iHaykuiro cuHresy HSP70 1 HSP90 3a
BIJICYTHOCTI cTpecy. Bmepiie Bu3zHaueHO, 1m0 0OpoOKa aHTHMOIOTUKOM HACIHHS
NPU3BOJUTL JO MiABUIEHHS ©a3zoBoro piBHs HSP70 1 HSP90 B xmiTmHax
POCIMHHUX KIITHH 32 BIUIUBY NPOTEOTOKCUYHUX UYWHHHUKIB, 30KpEMa BHUCOKOI

TEeMIIepaTypu Ta 10HI3YIOUOi pajiamii. OTpuMaHi JaHi BKa3ylOTh Ha MOMKJIUBICTh
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M1JBUIIEHHS CTIMKOCTI KJIIITUH IUIIXOM MOAYJIOBaHHS (PYHKI[IOHAIBHOI aKTUBHOCTI

HSP90 1, BignoBigHO, peryssiii HuMu ekcrpecii reHiB HSP.

Posrngnatoun 3natHicts waneponiB HSP90 3aiiicHioBaTH KOH(pOpMaLiiHy
perymsmiro cnenudiqyHoro Habopy OUIKIB, sIKi OepyTh yd4acTb y TpaHCHYKIIii
CUTHAJIIB 1 PEryJslii KIITUHHUX IMPOIIECIB, HAMH HAa OCHOBI aHAJI3Y JITEpaTypH 1
enektporHoi 6a3u BioGRID ckmageHo crnucok OUIKiB, (PYHKIIOHYBaHHS SIKHX
3anexuTh abo moxe 3anexatu Binm HSPY0 y pocmun. IlinTBepmkeHo icHYyroui
rinore3u moao 3natHocti HSP90 6yt 0CHOBOIO TPhOX MOJEKYJISIPHUX MEXaHI3MIB,
BAXJIMBUX Yy BH3HAUEHHI (PEHOTUIIYHOI BapiadesbHOCTI momyysmiid: 1) Oytu
Oydepom cToXacTUUHOTO PO3BUTKY (OCHOBaHe Ha 31atHocTi HSPY0 crabinizyBaru
(GyHKIIOHABHI KOH(OpMaIli MeTacTabUTbHUX OUIKIB-KJIIEHTIB, 1110 BIUIMBAIOTh HA
PO3BUTOK OpraHi3my); 2) MIATPUMYBATH IUIACTUYHI peakuii 3a 3MiH YMOB
cepenoBuiia (ocHoBane Ha 3matHocTi HSP90 acucryBatm y ¢yHKIIOHYBaHHI
OUIKIB-yYaCHUKIB CHTHAJIbHHMX MLUIAXiB); 3) OyTu OydepoM TE€HETUYHHX 3MIH,
npotuaioun  ix (QeHotuniyHoMy mposiBy (ocHoBaHe Ha 3martHocti HSP90
HIATPUMYBATH O1JIOK, SIKWM HECe T€HETUYHI 3MIHU, Y HOPMaJIbHIM (QyHKII1IOHATBHIN
KoH(popmarrii).

3narnicte maneponieB HSP90 Oytu OydepoM CTOXacCTHYHOTO PO3BUTKY
BHMBUYEHO Ha 130M€HHUX JIHISIX A. thaliana 3a HOpMaJIbHUX YMOB 3 BUKOPUCTaHHSIM
1HT101TOpHOTO aHami3y (3HaueHHs 3aranbHOi akTuBHOCTI myny HSP90) 1 HokayT-
MyTaHTIB Athsp90-1 1 Athsp90-4 3a uuto3onbarumMu HSPI0 (posnb okpeMux uieHiB
poaunm). OOuaBa MiAXOAN MOKa3aIu MOAI0HI (PEHOTUITIIYH] 3MIHH: Y TPOPOCTKIB —
JIECUHXPOHI3AIlII0 POCTY, 30ULIBIIEHHS YacTKH MPOPOCTKIB 3 MOPGOIOTTYHUMHU
BIJIXWJICHHSIMH, TIOCWJICHHS acUMETpil MapHUX OpraHiB 1 OulaTepaJibHUX O3HAK
(pykTyroua acuMeTpisi), BUHUKHEHHS CYTTEBUX TMOPYIICHb (POPMOTBOPEHHS; Y
JOPOCIUX POCIWH — JecTabuI3aliio POCTy 1 PO3BUTKY Ta 3HWKECHHS POCTOBOI
aKTUBHOCTI 32  KUTbKOMa  MOKa3HWKAMH,  MOPYIICHHS  HOPMAaJbHOTO
(OpPMOTBOPEHHS Y HEBEJIMKOI YaCTKU POCIHH. 3p00JIEHO BUCHOBOK MPO 3HAYEHHS
SK 3arajlbHOi aKTUBHOCTI myiy manepoHiB HSP90, Tak 1 okpeMux LUTO30JIbHUX

YWIEHIB ISl MIATPUMAaHHS ONTHMAJIBHUX TEMIIIB POCTY 1 PO3BUTKY Ta cTaOlmi3auli
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HOPMAJILHOTO  ()OPMOTBOPEHHSI POCIMH TMPOTATOM OHTOTEHE3y 3a BIUIUBY

MIHOPHUX (DIYKTYyalliil BHYTPIITHBOTO 1 30BHIITHBOTO CEPEIOBUIIIA.

BpaxoByroun TicHy koonepatito ¢yHkuionyBanass HSP90 1 HSP70,
BUCJIOBJICHO TiMOTE3y Mpo Te, 1o mmanepoHu HSP70 takoxx MOXyTh BITUBATU Ha
CTablIBHICTh POCTOBHX MpOLECiB 1 MopdoreHes, mpsSAMO YU OINOCEPEIKOBAHO.
PesynpTatu peHOMHOTO aHaANi3y HOKAyT-MyTaHTIiB 3a 1uTo30iapHIME AtHSP70-5 1
AtHSP70-14 nigTBepaunau mio rimore3y. BuzHaueHo 301IbIIeHHS BapiaOelbHOCTI
(deHoTUNIB 3a OUIBLIICTIO BUBYEHUX O3HAK SK Y PAaHHbOMY pO3BHUTKY, TaK 1
IPOTATOM OHTOI€HE3y, MOPIBHSIHO 3 JUKHM THUIIOM, MOAIOHO A0 MYTAHTIB 3a
reHamu HSP90.

AHani3 MYTaHTHHUX HPOPOCTKIB 13 CYTT€BUMHM (PEHOTUIIYHMMH 3MIHAMH
MOKa3aB, 0 (DEHOTHUITIYHI aHOMAJIT 4acTo 3’ SIBISIOTHCS a00 KOPETYIOThCS Ha PiBHI
okpeMoro moxayJsa. Taki gaHi cBimyaTh mpo Tte, 1o BiuB HSP90 1 HSP70 Ha
BU3HAYEHHS MOP(POTEHETHYHOT MPOrpaMu MOKe BiIOyBaTHCS TUCKPETHO Ha PiBHI
MOJTYJIS.

Bnepme mnoka3zana ywacte okpemux unuro3zonbHux HSP90 1 HSP70 y
NiATPUMaHHI TUIACTUYHUX PpEaKIiii pPOCIMH Ha 30BHIINIHI YWHHUKHA (BJIACHE
(dbeHOoTHUIIYHA TIJIACTUYHICTh). Bu3HaueHo, mo nopymeHnHs exkcnpecii AtHSP90-1,
AtHSP90-4, AtHSP70-5 1 AtHSP70-14 npu3BoauTh 10 JAecTaluiizamii poCTOBUX
peakiniii Ta B 0araThb0X BHUIAJKaX JI0 3CYBY iX LIEHTPaIbHOI TEHICHIN 3a pi3HUX
KOMOIHalIi 3MiH CBiTJIa 1 rpaBiTauii — (akTopiB, IO BHU3HAYAIOTh HAMNPAM 1
POCTOBY aKTHBHICTh OPTaHiB POCIHH. 3a CIEKTPOM 1 cTyneHeM (EeHOTHUIIIHUX
3MIH KOXKHa MYyTaHTHa JIiHIS Majla OCOOJIMBOCTI, 10 TaKOX BKa3zy€ Ha IEBHY
cnenugiuHicTh GyHKIIOHYBaHHS BignosigHux HSP90 1 HSP70.

3natnicte manepoHiB  HSP90 mportumisth  QeHOTUMYHOMY  TPOSBY
T€HETUYHOTO TOoJIiMOp(]I3My BHBYEHO 3a JOMOMOTOK 1HTIOITOPHOIO aHajizy 3
BUKOPHUCTAHHAM TMOJNIMOpQHOTO HaciHHSA A. thaliana pPi3HOTO TMOXOMKEHHS
(HaciHHS MPUPOTHUX TMOMYJIALIN; HACIHHA, onpomiHeHe Y ®D-B abo y-pamiariero).
[TponemoncTpoBano 3aatHicTh HSP90 miarpumMyBaTu romeocTas Ta crabuiizyBaTu

picT 1 GOPMOTBOPEHHS POCIHH MICHS 1ii TEHOTOKCUYHUX YNHHUKIB.
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Ha ocHOBI OTpuMaHuX JaHMX 1 aHali3y JITepaTypu 3alpolOHOBAHO

TIOTETUYHY MOJIeNb B3aeMO/I1i pi3HUX GyHKIH maneporis HSP90.

KirouoBi cioBa: MosnekyisipHi manepoHu, OUIku TeroBoro moky, HSP70,
HSP90, ¢denorumniyHa IMJIACTHYHICT POCIWH, CTIHKICTh PO3BUTKY, ajamnTalis,
CTpeC, BHCOKI TeMIepaTypu, BOIHUN AedIlUT, 3aTOTUICHHS, 3MiHEHA TpaBiTallis,
eKCIIpecisi TeHIB, CUHTE3 OlJIKa, PeryJAllis peakilii TeIIOBOTO IIOKY, OloMapkep

CTaHy POCJIUH.
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Ukraine, Kyiv, 2019.

The thesis is devoted to the investigation of molecular chaperones / heat shock
proteins (HSP) at molecular, cellular and organism levels in supporting stability
and plasticity of forming a plant phenotype, both under optimal and unfavorable
environmental conditions. The families HSP70 and HSP90, which function in the
cellular protein quality control in the entire tolerance range of organisms, have
been studied. HSP70s are considered to be the main HSP family in many species.
A feature of HSP90s is their ability to control the activity of a specific set of
proteins — components of various signal pathways and regulation of important
cellular processes.

For the first time, various roles of these chaperones have been analyzed in a
complex investigation: their function as a system of non-specific resistance at
critical levels of environmental factors; the ability of cytosolic HSP90s to regulate
the HSP expression and, thus, control the cellular pool of chaperones, as well as
the participation of HSP90 and HSP70 in supporting the stability and plasticity of
growth, development and morphogenesis.

In a series of experiments, the main positions on the functioning of these
proteins in plant tolerance were checked and new data were obtained. RT-PCR
analysis of the kinetics of expression of HSP70 and HSP90 genes in Arabidopsis
thaliana under normal and stressful conditions (high temperature and water
deficiency) revealed the specific contribution of different HSPs with different

subcellular localization. Factor-specific patterns in the gene expression profiles
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concerned to the basic levels as well as speed and range of changes. At that,

differential expression of the inducible genes was determined. It was concluded
that AtHSP70-4 is the main inductive member of two families in this species, and
AtHSP70-5 and AtHSP90-1 are additional inducible components, which are
important for cell protection at high temperature and weakly reactive to water
deficiency. The significance of the additional inducible component in tolerance of
plant cells was confirmed by the knockout mutants Athsp70-5 and Athsp90-1.

For two HSPs of A. thaliana, it was demonstrated that their expression is
tissue-specific, indicating a certain specificity of the functioning of the chaperones.
Intensive expression of AtHSP70-10-GUS was detected in the hydathodes and
stipules of cotyledons and true leaves as well as the root-shoot junction and root
central cylinder. Expression of AtHSP90-2-GUS was detected in all organs, at high
levels — in the vasculature, parenchyma, hydathodes, and stipules of cotyledons
and true leaves. Differences in the intensity of the AtHSP90-2-GUS expression
between individuals were revealed. Under the influence of high temperature and
water deficit, changes in the intensity of expression of these genes with keeping the
tissue-specificity were determined.

To estimate distinctive features of the stress-reaction and adaptation in
species, different in their adaptive potential and area of natural distribution,
western-blot analysis of kinetics of cytosolic HSP70 synthesis under high
temperature, soil flooding and drought was carried out. The model species A.
thaliana (Brassicaceae) characterized by the moderate tolerance was compared
with plastic mesophytes Malva silvestris and M. pulchella (Malvacea), Sium
sisaroideum (Apiaceae) and hydrophyte Trapa natans (Trapaceae). The immune-
similarity of cytosolic HSP70s in plants of different taxa was revealed. It was
shown that the beginning of cell response was due to the functioning of the
existing pool of cytosolic HSP70s, whereas increasing the agent dose resulted in an
activation of synthesis of constitutive and inducible proteins. Synthesis of the
inducible component began after a certain lag-period indicating the existence of a

dose threshold. Observed differences in the kinetics of HSP70 synthesis between
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the species were related to quantitative and temporal characteristics, which

corresponded to the changes in the physiological state of plants and their tolerance.
In stress-response to the acute impact of a stressor (high temperature, flooding), the
more tolerant species were characterized by more intense and long synthesis of
constitutive and inducible HSP70s. In the experiments with soil flooding, the
systemic response to the localized action of the factor — activation of HSP70
synthesis in leaves under root hypoxia — was determined. Supporting the protein
homeostasis during the plant adaptation to gradual increasing water deficit
occurred by progressive accumulation of HSP70. Moreover, the basic HSP70 level
(HSP70 content in leaves under the same normal conditions) was found to be
positively correlated to the adaptive potential of the plant species. It was concluded
that the kinetics of HSP70 synthesis was an informative characteristic to estimate
the molecular bases of resistance of plant species.

In the experiments with flooding, the relationship between the reaction of
HSP70 and the process of specific metabolic adaptation in two species, different in
tolerance to root hypoxia, was found. To do this, comparative analysis of
A. thaliana, capable of carrying only short-term flooding, and Sium sisaroideum,
which successfully adapts to water-logging, was carried out. In adaptation of
S. sisaroideum, the genetically determined complex response to root hypoxia plays
a decisive role at different levels of the organization, including high intensity of
HSP70 synthesis (a component of the nonspecific reaction) and alcohol
dehydrogenase (ADH, an enzyme of the specific anaerobic adaptation) during
development of new aerenchymatous adventitious roots (morphological
adaptation), as well as cooperation of the aerobic and anaerobic processes in time
and space. On the contrary, the ability of A. thaliana to sustain only a brief water-
logging was associated with a moderate temporal induction of HSP70 and ADH
and its inability to form developed arenchyma. These results indicate that the
increase in the cellular HSP70 pool is needed to protect protein homeostasis during
the change in the developmental trajectory of plant organisms with different

genetically programmed pathways of anaerobic adaptation - the metabolic and
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structural adaptation in S. sisaroideum, and only the metabolic adaptation in

A. thaliana. In addition, a conclusion about adaptation of the conservative
chaperone family HSP70 to adaptive possibilities of the species during their
phylogenetic development was made.

Participation of chaperones in the reaction of plants to factors unusual for
terrestrial organisms, such as hypergravity and microgravity, was studied in a
number of terrestrial experiments. The fact that the formation of a phenotype at the
absence of a gravitational stimulus is characterized by a significant continual
variability of the spatial arrangement of organs, led us to the conclusion that plant
organisms do not have a canalized response to these unusual conditions. It was
determined using western-blot analysis that the response of plant cells to both
simulated microgravity (horizontal clinorotation, 2 rpm) and hypergravity
(centrifugation) contained a temporary sequential activation of HSP70 and HSP90
synthesis, indicating a stress-reaction. In response to hypergravity, the degree and
duration of the activation increased with the force of gravity and the time of its
action. Based on the results of quantitative RT-PCR, long-term clinorotation also
led to a minor increase in the level of cytosolic HSP70 and HSP90. Moreover, we
differentiated the effects of «rotation» and «position» in the effect of clinorotation
using by ELISA and showed that simulated microgravity has a small, but
statistically significant effect on the level of these proteins. It was concluded that
plant cells use the existing molecular mechanisms to adapt to unusual conditions at
absense of genetically determined program of a plastic response. For the first time
was shown that long-term clinorotation caused a faster onset and enhancement of
induction of these genes during the heat shock response. In addition, seedlings
grown under clinorotation were determined to withstand heat treatment better than
seedlings grown under the stationary conditions. The obtained data support the
assumption that clinorotation may provide cross-protection of plants against
fluctuations in the environmental conditions.

Our results on the basic, induced and cross tolerance showed that the limits of

tolerance within which an organism can survive are dynamic, as well as the
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induction of HSPs, in particular HSP70 and HSP90, is important in defining these

limits.

A method for estimating the state of plants in natural populations and
introduced plants using HSP70 as a biomarker was developed. It includes the
assessment of the physiological state of the plant and the influence of
environmental factors on the plant by the level of HSP70 proteins in a sample of
plant material (leaves).

The evidence for negative feedback autoregulation of HSP synthesis and
regulation of plant cell resistance by HSP90 proteins was obtained using HSP90
inhibition by geldanamycin (GDA). GDA treatment of 4. thaliana seedlings was
shown to induce synthesis of HSP70 and HSP90 in the absence of stress. For the
first time was determined that GDA treatment of seeds resulted in an increase in
the HSP70 and HSP90 basic level in seedlings, as well as an intensification of their
stress induction and cell resistance under the influence of proteotoxic factors (high
temperature and ionizing radiation). The obtained data indicate the possibility of
increasing cellular tolerance by modulating the functional activity of HSP90 and,
accordingly, regulating HSP expression.

Considering the ability of chaperones HSP90 to carry out conformational
regulation of a specific set of proteins involved in diverse signal transduction and
regulation pathways, a list of such proteins in plants was composed based on the
literature analysis and the electronic database BioGRID.

We verified the hypotheses concerning three HSP90-dependent molecular
mechanisms, which are important for phenotypic variability of populations: 1)
buffering stochastic development (based on the ability of HSP90 to stabilize
functional conformations of metastable client proteins involved in diverse pathways,
which affect the plant development); 2) supporting plastic responses to
environmental changes (based on the ability of HSP90 to assist in the functioning of
signal proteins); 3) buffering genetic variations, counteracting their phenotypic
display (based on the ability of HSP90 to support a protein with genetic changes in a

normal functional conformation).
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The ability of chaperones HSP90 to be a buffer of stochastic development was

studied in isogenic lines of A. thaliana under normal conditions using the
inhibitory analysis (significance of the total activity of the cellular HSP90 pool)
and knockout mutants Athsp90-1 and Athsp90-4 (a role of individual cytosolic
HSP90s).

Both approaches showed similar effects: in seedlings — desynchronization of
growth, increase in the percentage of seedlings with morphological deviations,
increase in the asymmetry of binate organs and bilateral traits (fluctuating
asymmetry), and appearance of abnormal phenotypes; in adult plants —
destabilization of growth and development as well as reduction of growth activity
by several traits, and violation of normal morphogenesis in a small part of plants. It
was concluded about the importance of the general activity of the pool of HSP90,
as well as individual cytosolic members to support the optimum rates of growth
and development and stabilize the normal morphogenesis under minor fluctuations
of the internal and external environment.

Taking into account the close cooperation of HSP90 and HSP70 in their
functioning, we hypothesized that the HSP70 chaperones may also affect the
stability of growth and morphogenesis, directly or indirectly. The results of
phenomic analysis of knockout mutants Athsp70-5 and Athsp70-14 approved our
assumption for the cytosolic HSP70s. An increase in the variability of most of the
studied phenotypic traits was determined both in early development and whole
ontogenesis, as compared with wild type. These changes were similar to the
changes in the HSP90 mutants.

Analysis of the mutant seedlings with strongly altered phenotypes showed that
morphological anomalies often appeared and could be corrected at a level of
modular subunits of plants. Such data show that the effect of HSP90 and HSP70 on
the determination of the morphogenetic program can occur discretely at the
modular level.

The participation of individual cytosolic HSP90s and HSP70s in the

supporting plastic responses of plants to external stimulus (phenotypic plasticity
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sensu stricto) was shown for the first time. It has been determined that the

knockout mutations of AtHSP90-1, AtHSP90-4, AtHSP70-5 and AtHSP70-14
caused destabilization of growth reactions and, in many cases, deviations of their
central tendency under various combinations of light and gravity — factors that
determine the direction and growth activity of plant organs. The spectrum and
degree of phenotypic alterations showed that each mutant line had particularities,
indicating functional specificity of the corresponding HSP90s and HSP70s.

The ability of HSP90 to counteract the phenotypic manifestation of genetic
polymorphism was studied using inhibitory analysis of polymorphic A. thaliana
material of different origins (seeds from natural populations; seeds of ecotypes
irradiated by UV-B or y-rays). The ability of HSP90 to support homeostasis and
stabilize the plant growth and development after genotoxic impacts was shown.

Based on the obtained data and literature analysis, a hypothetical model of the

interaction of various functions of chaperones HSP90 was developed.

Key words: molecular chaperones, heat shock proteins, HSP70, HSP9O0,
phenotypic plasticity of plants, developmental stability, adaptation, stress, high
temperature, water deficiency, flooding, altered gravity, gene expression, protein

synthesis, regulation of heat shock reaction, biomarker of a plant state.
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BCTYII

AxkTyanbHicTb TemMHu. [IpoGiema aganTamiiHOrO MOTEHUIANy POCIUH 1
IUIAXIB iX MPUCTOCYBAHHS JI0 HECTIPUATIMBUX 3MIH 30BHINIHBOTO CEPEIOBHUIIA €
BXXJIMBOIO B CHOTOJHINIHIX YMOBax IIOCHJICHHS AHTPONOT€HHOTO THCKY Ta
nporuo3iB riaodansHux 3miH kiaiMary (IPCC, 2012). ¥V 3B’s13ky 3 nuM 0coOJIuBOi
aKTyaJIbHOCTI HaOyBa€ IMI3HAHHS MEXaHI3MIB CTa0IIbHOCTI Ta TUIACTMYHOCTI
PO3BUTKY POCJIMH, MEXI1 SIKOTO BU3HAYAIOThCS J1ara30HOM CTiHKOCTiI BUAy. Bubip
OHTOT€HETUYHOI TPAEKTOPIl (MOPPOreHEeTUYHOI MpOrpaMH €KCHpecii) TeHOTHILY
B1IOYBAa€ThCS 1M/ BIUIMBOM 30BHINIHIX CTHUMYJIIB B paMKaX HOPMH peakIlii
(Bradshaw, 1965; Kopatom u ap., 2003; de Kroon et al., 2005). Bonnouac,
KaHaJI130BaHUI 32 OOpPaHOI0 TPAEKTOPIEI0 PO3BUTOK XAPAKTEPHUIYETHCS CTIAKICTIO
10 QuIyKTyariii cepeoBuIla i mooguHokux reHeTnynux 3Mid (Waddington, 1942;
[Mmaneraysen, 1946; Kitano, 2004) Ta mneBHMM pPIBHEM BHYTPILIHbBOI
HecrabimbHOCTI (Lajus et al., 2003; Forde, 2009). Jliama3oH CTIHKOCTI KOXHOTO
BUJIy BKJIIOYA€ 30HY ONTHUMAJIbHUX 3HA4€Hb (PAKTOPIB 1 ONM3bKY 10 HEi 30HY
HOPMAJIbHO1 KUTTEAISUIBHOCTI, y MeXaX sIKUX (DOPMY€EThCA CTaHIAPTHUHN (DEHOTHTI,
a TaKOXX 30HM KPUTUYHUX 3HAUYEHb, OJM3BKUX JI0 EKOJOTIYHHUX MIHIMyMY 1
makcumymy (Shelford, 1913; Ogym, 1986). Binxunenus ¢axropa BiA aiana3zoHy
HOPMAaJIbHUX 3HA4Y€Hb y OIK HECTIPUATIMBUX (CyOJeTalIbHUX) BUKIMKAE CTPEC 1 3a
HAsBHOCTI TE€HETHMYHO JE€TEPMIHOBAaHOI ajanTtainii — 3MIHY OHTOI€HETHYHOI
TPA€EKTOPIl Ta BCTAHOBJIEHHS HOBOTO (Di310JIOTIYHOTO CTaHy, B 1HIIOMY BHIIaJKy —
npurHideHHs pocty 1 3arubens opranizmy (Lichtenthaler, 1998; Kopatom u ap.,
2003). Omxe, IJIACTUYHICTD PO3BUTKY HEPO3PUBHO TOB’SI3aHA 3 TaKUMU
XapaKTEPUCTUKAMU OHTOTE€HE3y SIK Jiama3oH CTIMKOCTI BHUAY, CTaOUIbHICTH 1
MJIACTUYHICTh KaHAJII30BAaHOTO POCTYy 1 (OPMOTBOpPEHHS, a TaKOX CTpec 1
aganTauis sk GOpMHU BIAMOBI/I HA 30BHIIIHI 3MiHU. MeXaHi13MH iX JeTepMiHallii Ta
peryJisIii € mpeaAMEeTOM MUIBLHOI yBaru 010JI0T1B.

[IpoBiHOIO JIaHKOIO peanizallli reHeTu4Hoi iHpopmalii y GeHoTurni € OUIKH.

Y nmiaTpuMaHHl SIKOCTI OUIKOBOrO KOMIIOHEHTAa KJIKOYOBY pOJIb BIAITParOTh
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MOJIEKYJISIpHI aneponu / Ouiku TeroBoro moky (heat shock proteins, HSP). 3a

HOpPMaJIbHUX YMOB BOHH aCHCTYIOTh 1HIIUM OUIKaM y HaOyTTi (PYHKIIIOHAJIBHOI
KoH(popmanii. 3a HECIPUATIUBUX 3MiH (PAKTOPIB CEPEIOBUILA AKTUBAL[IS CUHTE3Y
HSP € HaiiBa))IHBIIIOI0 CKJIAIOBOIO CTPECOBOI PeaKIlii KIITHH 1 CIY>KUTh 3aXUCTY
Ta BIJHOBJIECHHIO TMPOTEOCTa3y, IO XapaKTepusye 11 OLIKH SK CHCTEMY
Hecenu(iuHoi cTiiikocti. 3 m’sith ponuH mmanepoHiB / HSP ans mocmimxenns
Hamu obpano poauau HSP70 1 HSP9O0. IlpencraBHuky nmux poauH GyHKIIIOHYIOTh
Ha BChOMY [llama30Hl CTIMKOCTI, HEOOXiAH1 MJIg >KUTTE3AATHOCTI POCIWH Ta
BIJIICPAIOTh BaXJIUBY poib npu crpeci. OnHAK, HEIOCTaTHRO BUBYEHUMU
3IMIIAIOTHCS] 0COOIMBOCTI (PYHKIIIOHYBaHHS OKPEMHX YJICHIB IIUX 0araTO4wICHHUX
OUTKOBUX POJAWH y POCIHMH SIK 32 HOPMAaJbHHX, TaK 1 3a KPUTUYHUX YMOB
cepenoBuiia. OJHUM 3 MEPCHEKTUBHUX HANPSIMIB € BU3HAUEHHS B3a€EMO3B’SI3KY
muHamikn cuHtesy HSP 3 amantuBHumMu BractuBocTsIMU BuUAIB. OcoOiauBuid
IHTEpeC MpEeACTaBIs€ y4acTh IMIANEPOHIB Yy peaklli HAa HE3BHYHI JUISl POCIVH
dakTopu — rinep- 1 MiKporpasiTaIliio.

OcTtanHIM 4acoM, KpiM OUIbII TPaJMLINAHONO HAMNPsAMY JOCIHIJIKEHHS
[IaNepoHIB AK CHUCTEeMH HecmnenudivyHOi CTIMKOCTI, 3HAYHA yBara MPUIIISETHCS
3’sICyBaHHIO iX poJii y 3a0e3nedeHHl CTabUIBbHOCTI Ta IJIACTUYHOCTI OHTOTEHE3Y
pocnuH. 30Kpema, cybOcTtpaTHa crnenudivHicTh MmanepoHiB poawaun  HSP90
JO3BOJISIE  PO3IIISIATA iX SIK BaXKJIMBY PETYJIATOPHY CHCTEMY PI3SHOMAHITHUX
KJiTuHHEX nporeciB. Cyocrpatamu 1ux HSP € Hu3ka meractabuibHUX OLIKIB, sIKa
BKJIFOYA€ YYACHMKIB PI3HUX LUIAXIB TPAHCIYKLII CUTHAJIB, PEryJssilii KJIITHHHOIO
IUKITy, cTpecoBoi peakirii Tomro (Picard, 2002; Zhao et al., 2005). Bpaxxaetbcs, 1110
HSP90, 3aBngku iX 34aTHOCTI KOHTPOJIIOBAaTH KOH(OpMAIio 1 (yHKIIOHYBaHHS
3aJIe)KHUX BIJ] HUX PETYJISTOPHUX OUIKIB, MOXYTh 3a0€3MeuyBaTh aBTOPETYJISIIIO
cuctemu mmanepoHiB (Al et al., 1998; Morimoto, 1998; Zou et al., 1998), a Takox
OyTu OypepoM CTOXaCTUYHUX KIITUHHUX MPOLECIB, BILIUBATH HA IJIACTUYHI peaKIli
Ta 3ano0iratu nposBy renetnyHux 3MiH (Rutherford, Lindquist, 1998; Queitsch et
al., 2002; Samakovli et al., 2007). Taki QpyHKILii 103BOISIOTH IPUITYCKATH CYTTEBUI

OaraTOrpaHHU{ BIUIMB LMX IIANEPOHIB Ha CTaHOBJIEHHS (eHotuy. IIpore
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3aJIeKHICTh IIUX TpoIleciB Bif 3arainbHOi akTmBHOCTI HSP90 Ta dyHKIioHyBaHHS

OKpeMUX 130()OpM Y POCIIHH 3aITHUIIAETHCS HE IO KiHIS BUBYEHOIO.

Kpim Toro, Binomo, mo HSP90 ¢yHkuioHytoTh y TicHIM kooneparii 3 HSP70
(Grad, Picard, 2007; Noél et al., 2007; Clement et al., 2011; Karagoz, Riidiger,
2015). ¥V o6ararbox BuaiB poauna HSP70 BBaxaerbcst ronoHoro cepen HSP
(Serensen et al., 2003). Ilaneponn HSP70 xapakTepu3yroTbCcs BHUCOKOIO
YYTIMBICTIO J0 3MIH CEpPENIOBMINA Ta PaHHBOIO IHAYKI€ mpu crpeci. OmHak
NUTAHHS iX BIUIMBY Ha OpMyBaHHA (DEHOTHUITY JA0OCI 3AJIMIIAETHCS HE3 ICOBAHUM.

VY 3B’SA3Ky 13 3a3HaYEHUM AKTYAJIbHUM € KOMIUIEKCHE JOCIIJKEHHS PI3HUX
HanpsmiB ¢yHkiionyBanHs 011kiB HSP70 1 HSP90 y 3abe3nedenHi Mex 1 NUIAXiB
dbopmyBaHHS (PEHOTUIY POCIUH, iX POJI y CTaOUIBHOCTI Ta IJIACTUYHOCTI
PO3BUTKY Yy BHIIB 3 PI3HUM aJanTaiiiHUM IIOTEHIIaJIOM, a TaKOoX 3a 3MiH
30BHINIHIX (hAaKTOPIB Pi3HOT NPUPOAW. BHUpINIEHHS NUX MHUTaHb CHPHUATHME
CYTTEBOMY JOINOBHEHHIO Ta TMOTJAUOJEHHIO ICHYIOUHMX YSABIEHb  IIOJAO
0oco0MMBOCTEW (PYHKIIIOHYBaHHSI CUCTEMU IIANEPOHIB y 3a0€3MeUeHH] OHTOIEHE3Y
POCIIUH.

3B's130k  po0OTHM 3 HAYKOBMMH NpOrpaMamMi, IUIAaHAMH, TeMaMH.
Hucepraiiitna poOoTa BHKOHYBajach y paMkax (yHIaMEHTAIbHUX HAyKOBO-
JOOCTIAHUX POOIT BIIAUTY KIITHHHOI 61070rii Ta aHaToMii [HCTUTYTY GOTaHIKH iM.
M.I'. Xonognoro HAH VYkpainu 3a aepx0toxeTHUMU TeMamu: «CTablIbHICTh Ta
IUIACTUYHICTh MOP(OTeHEe3y POCIIMH Ta KJIITUHHOI OpraHizaiii npyu 3MiHaX BOJIHOTO
pexumy B npupoanux ymoBax» (Ne JJP 0106U000558, 2006-2009 pp.),
«DeHoTHNIYHA Ta FT€HETUYHA TUIACTUYHICTh B MPOIIEC] ajamnTaiiii pociuH 10 3MiH
HaBKOJMUIIHLOTO cepenoBuia» (Ne JIP 01070000515, 2007-2011 pp.), «Po3pobka
Ta MiATOTOBKA JI0 BIPOBAHKEHHS METOAY OLIIHKU CTaHy POCIIUH Y HECTPUSITINBHUX
yMOBax  30BHIIIHBOTO  cepepoBuma»  (Ne JIP 01100004030, 2010 p.),
«IIacTUYHICTE OHTOrE€HE3Y POCIHMH MPH 3MIHAX BOJHOTO PEXHMY €KOTOIIIB:
KIITHHHI Ta MoyekynsapHi acrekt» (Ne JIP 0110U000087, 2010-2014 pp.),
«KniTUHHI Ta MOJIEKYJISIPHI MEXaHI3MH aJanTallii poCIvH 10 HECIPUATIMBUX 3MI1H

€KOJIOTIYHUX YUHHHUKIB (IIOCyXa, 3aTOIUICHHS) B MPUPOJI Ta EKCIEPUMEHTI»
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(Ne JIP 0112U000059,  2012-2016 pp.), 3a nmepxxontpakrom 3 HKAY

«IIpoBeneHHst PyHIaMEHTATBLHUX 1 MPUKIAAHUX JTOCTIIKEHb 3 KOCMIYHOT 010JI0Ti,
MenuuuHM  Ta  OiorexHosoriiy  (Ne JIP 0208U005235,  2001-2007 pp.),
«ITpoBefeHHS TEPCIEKTUBHUX HAyKOBHX JOCIHIKCHb 3 KIITHHHOI O10J0Tii Ta
mikporpasitariii» (Ne JIP 0108U009552, 2008-2012 pp.), «Ponb maneponis Hsp90
y TposiBI TEHETHYHUX TMOPYIICHb, TCHEPOBAHMX KOCMIYHUM CEPEIOBHUILEM

(ex30010JIOTIUHMI  €KCIEpUMEHT 3  HaciHHAM  Arabidopsis  thaliana)»

(Ne ZIP 01120004174, 2012 p., iucepTaHTKa — KEPIBHUK 1 BAKOHABELIb) Ta MiJ Yac

ctaxxyBanHs y LleHTpi MonekymsipHOi 010J10T1l POCINH yHIBEpCUTETY M. TI0OIHTEeH

(Himeuuuna, 2018 p.).

Mera i 3aBaaHHsi JAociailKeHHs. Merta poboTH — 3'icyBaTH OCOOJIMBOCTI
dbynkuionyBanus maneponiB poauH HSP70 1 HSP90 na wonekymnspaOMy,
KJIITUHHOMY 1 OpraHi3MOBOMY DPIBHAX Yy 3a0e3leueHHl CcTabUIbHOCTI Ta
IUTACTUYHOCTI PO3BUTKY POCIIHH.

3TriJIHO 3 MOCTABJICHOK METOIO JIO 3aBJaHb POOOTH BXOIUJIO:

1. IlpoanamizyBatu KiHeTHKY ekcmpecii reHiB poaun HSP70 1 HSP90, mo
KOZYIOTh OUTKHM p13HOI CYOKITITUHHOI JIOKami3aii, B peakiii KTl A. thaliana
Ha J[1}0 BUCOKOI TeMIepaTypu Ta BOJHOTO Je(iuTy.

2. OLIHUTH 3aJIEKHICTh CTIMKOCTI POCIHUH A. thaliana Bix ekcrpecii OKpeMHX
KOHCTUTYTHBHUX Ta iHxymoensanx HSP70 1 HSP9O.

3. 3’scyBaTu nuTaHHS TKaHUHHOI cnerugiyHocTi excnpecii redisB HSP70 1 HSP90
Ha MPUKIAJl OKPEMUX MPEACTABHUKIB IIUX POJIMH B IpOpocTKax A. thaliana 3a
HOPMAJIbHUX YMOB 1 32 BIUIMBY HECTPUATIUBUX (DAKTOPIB, 30KpeMa BHCOKOL
TeMIlepaTypu 1 BOAHOTO Ie]iluTy.

4. TlpoBecTu OIIHKY KOHCTHUTYTMBHOTO piBHA 1uTo3oibHux HSP70 1
0COOMBOCTEM KIHETHMKM 1X CHHTE3y 3a BIUIMBY BHCOKOi TeMIEpaTypH,
3aTOIUIEHHS 1 BOJHOIO A€QIUUTY Yy BHUJIB POCIWH, PI3HUX 3a Jlana30HOM

CTIMKOCTI.
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5. BusHauutu mMoxnuBicTh BukopuctanHsa HSP70 sk 6iomapkepa cTaHy pocCiauH

[UIIXOM HOTO IMYHOJAETEKIIT Yy POCIUH MPUPOTHUX MOMYJISALINA 32 KOHTPACTHUX
YMOB CEpeI0OBHIIIA.

6. Jocmigutu ekcrmpecito TeHiB 1 cuHTe3 muro3onbHux HSP70 1 HSP90 vy
BIIMOBIAI  POCIMHHUX  KIITMH HAa  CHUMYJIbOBaHy  MIKpOTrpaBiTaIlito
(KI1HOCTATyBaHHS) Ta TINEPrpaBiTalil0, OUIHUTA BIUIMB KJIIHOCTaTyBaHHS Ha
TEIJIOCTIMKICTh POCIIHH.

7. 3A1MCHUTH €KCIEPUMEHTAIIbHY MEPEBIPKY MOMKIMBOCTI PETYIIIOBAHHS €KCIIpecii
reriB HSP 1 crifikocTi pocnud maneponamu HSP90 3a nomomororo iHrid6iTopin
IIUX IIaNePOHiB.

8. IlepeBiputn  3matHicTh  manepoHiB  HSP90  craGimizyBatm  pict i
GOpPMOTBOPEHHSI POCIMH 3a Jii CTOXaCTHYHUX TIPOILECIB 1 HASBHOCTI
IFEHETUYHOTO MOJIMOP(}I3MY MIIAXOM 1HTIOITOPHOTO aHaji3y TEHETHYHO
MOHOMOP(HOTO 1 TOJIIMOPGHOTO MaTepiary.

9. OUWIHUTH BIUIMB KOHCTUTYTHBHUX Ta 1HAYHUOENbHUX IUTO30JdbHUX HSPI0 1
HSP70 Ha picT 1 po3BUTOK pOCIMH 32 HOPMaJIbHUX YMOB, IUITACTUYHI peakiii Ha
30BHINIHI 3MiHM, @ TaKOX Y4YacTh Yy 3a0e3MeueHHI CTIHKOCTI O BHCOKOI
TeMIlepaTypd 1 BOJHOTO JAePiUUTy 3 BUKOPUCTAHHSM HOKAYyT-MYTaHTIB
A. thaliana.

O0’€KT A0CTIIZKEHHA: YIACTh MOJICKYJISIPHUX IIANIEPOHIB / OUIKIB TETIOBOTO
HIOKY Y (POpMyBaHHI (PEHOTHITY POCIIUH.

IIpeamer [ocCaigKeHHsI: OCOOJMBOCTI TEHHOI EKCIpecli Ta CHUHTE3Y
manepoHiB / O11kiB TeroBoro moky poauH HSP70 1 HSP90, ix yuactes y
3a0e3MeueHH] CTablIbHOCTI Ta IIACTUYHOCTI POCTY, PO3BUTKY 1 (DOPMOTBOPEHHS
POCTIHH.

Metoau JOCTITKeHHA: MOJIEKYJISIPHO-TCHETUYH1 (BUILTIEHHS 1
enektpodopernunnii  anamiz JIHK 1 PHK, orpumanns x/IHK, 3BoporHa
tpanckpuniiisa 1 [IJIP-ammmidikaris y pexumi peasbHOrO 4Yacy, PeCTPUKIIAHUAN
anams, wmeron JIHK-xomer), OioximiuHi (HaTUBHUH 1 JeHATYpyHOUYUi

enekTpodope3, BECTEPH-OJOTUHT, IMyHOPEPMEHTHHI aHaji3), TICTOXIMIYHI Ta
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MiKpockomiuHi, 6i0iHpopmaTuyHi (podoTa 3 6a3aMu JaHUX, KOMIT IOTEPHUN aHaI3

HYKJICOTUJIHUX TOCIIJIOBHOCTEH), (EHOMHUN aHaji3, METOJW MAaTeMAaTHYHOl
CTaTUCTHKH.

HaykoBa HoBHM3HA OTpMMaHHUX pe3yJbTaTiB. Brnepmie B pamkax OJHOTO
JOCITIKEHHST TIPOJICMOHCTPOBAHO Pi3HI HAaNpsMU (DYHKI[IOHYBAHHSI IIAMEPOHIB: 1X
pOJib K CHUCTEMH Hecmenu(pigHOi CTIMKOCTI 0 3MiH (PaKTOPIB CEPEIOBHINA;
3natHicTh UTO30JabHUX HSP90 perymioBatu renny ekcrpecito HSP 1 Tum camum
KOHTPOJIIOBAaTH YUCENBHICTh KIITHHHOTO MYJy IIANEpPOHiB; a Takoxk posib HSPIO 1
HSP70 y 3a6e3nedenHi cTabiIbHOCTI Ta INIACTUYHOCTI POCTY 1 PO3BUTKY POCIIHUH.

OxapakTepru30BaHO JAUHAMIKY ekcrpecii Outbmocti TreHiB HSP70 1 Bcix
HSP90 A. thaliana y BinINnoBiAb Ha MiJABUIICHHS TeMIepaTypu 1 BOAHUN AedIIUT.
Bimsnaueno nudepeHiiiiHy akTUBAIlIO IHIYIUOEIbHUX UIEHIB IMX POJIUH.
Brnepiie Bu3HaueHo TkaHMHHY crienudiuHicTh excnpecii AtHSP70-10 1 AtHSP90-2
B MIPOPOCTKAX A. thaliana Ta MOKa3aHO 3MIHM 1HTEHCUBHOCTI €KcHpecli [IMX I'eHIB
3a BIUIMBY BHCOKOI TeMIlepaTypyd 1 BOJIHOTO Jnedinmuty mpu 30epekeHHi ii
JIOKaJri3ari.

Ha ocHOBi BUSIBIEHHX BIJIMIHHOCTEHW B KIHETHIII CUHTE3y IMyHOCTOPITHEHUX
uto30iapHuX HSP70 y BHAIB pOCIWH 13 PI3HUM aJanTalliiHUM TOTEHIAIOM 3a
BIUIMBY BHCOKOi TeMIepaTypHu, 3aTOIUICHHA 1 BOAHOTrO naedinuty 3pobiaeHo
BUCHOBOK TIPO TPUCTOCYBaHHS KOHCEPBATHUBHOI CHCTEMH IIANEPOHIB 10
aJanTalitHuX 0coOIMBOCTEN BUIIB MPOTITOM (DLUIIOTE€HETUYHOTO PO3BUTKY.

Ha mpuxnaai HSP70 i HSP90 noBeneno, mo cucteMa manepoHiB 6epe yq4acTb
y CTpec-peakilii KJIITHH Ha HE3BUYHI JJII HUX YMHHUKU — TINEeprpaBiTaIlilo Ta
KJIIHOCTaTyBaHHS Ta B aJanTailii 10 TPUBAJIOr0 KIIIHOCTAaTyBaHHS 3a BIJCYTHOCTI
TEHEeTUYHO JICTCPMIHOBAHOI TUIACTUYHOI BiAMOBIAl. B peakiii 1nux manepoHiB Ha
KJIIHOCTaTyBaHHS ~ BIEpIIE€  BU3HAYEHO  €(PEeKT  BJIACHO  CHUMYJIbOBAHOI
MIKporpasiTaiii. Bnepie npoaeMoHCTpOBaHO, IO KIIHOCTATYBAHHS MPU3BOJIUTH

JI0 BAHUKHEHHSI IEPEXPECHOI CTIMKOCTI POCIIMH JIO BUCOKOI TEMIIEPATyPH.
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[linTBEpAKEHO 1CHYBaHHS HEraTUBHOI peryisuli excrpecii reHis HSP

maneponamMu HSP90 B pocnuuaux kiituHax. Bnepiie BcraHoBieHO, 10 00poOka
HaciHHs iHr16iTopoM HSP90 BrnuBae Ha CTIHKICTB, PICT 1 PO3BUTOK POCIHUH.

OtpumaHo HOBI J0ka3u 3aartHocTi 1manepoHiB HSP90 craGimizyBatu
(GOpMOTBOPEHHS POCIIMH 32 HOPMAJIBHUX YMOB, a TAKOX IMiITPUMYBATH IJIACTUYHI
peakmii 3a 3MmiH (¢akropiB AoBKULIA. CPOopMyIbOBaHO Ta EKCIEPUMEHTAIHHO
JOBEJICHO TiMmoTe3y Iojao MmomioHoi poai y muro3onsHux HSP70. Ha ocHoBi
BUBUYEHHSI HOKAyT-MyTaHTIB A. thaliana 3a AtHSP70-5 1 AtHSP90-1 3po6ieno
BUCHOBOK, 10 1HAyuuOensbHi HSP BhonuBaroTh HAa pPOCTOBY AKTUBHICTH 1
CTaOUIbHICTh (OPMOTBOPEHHS 3a HOPMaJIbHMX YMOB. Brmepiie mnokazaHo, IO
BB HSP90 1 HSP70 Ha Bu3HaueHHs MOpP(OreHETUHHOI MPOrpaMH PO3BUTKY
MOXK€ BIJOYBAaTHCS AMCKPETHO Ha PIBHI MOAYJs (MDKBY3JS 3 acOIliHOBaHUM
JIUCTSIM).

B pe3ynbraTi TEOPETHUHOTO y3arajibHEHHsI €KCIePUMEHTAIbHUX JOCTIIKEHb
3amMpONOHOBAHO MOJIEIb B3aeMoIii pi3HuX PyHKIi#i maneponis HSP9O.

IIpakTuyHe  3HA4YeHHs]  OTPUMAHUX  pe3yabTaTiB.  Pe3ynbratu
JTUCEPTAIiitHOT pOOOTH CYTTEBO PO3MIMPIOIOTH Ta Y3arajbHIOIOTH 1CHYIOUI
ySIBJICHHS II0JI0 0COOJMBOCTEN (DYHKIIIOHYBAaHHS LIANIEPOHIB Y POCIUH, 1110 MOXKE
OyTH BHUKOPHCTaHO B HaBYaJbHUX Kypcax 3 0ioxXimii, MoJeKkynspHOi Oiojorii,
KIITUHHOT Oloyorii Ta ¢i310J0Tii POCIMH B KOHTEKCTI MEXaHi3MiB CTpPECOBOI
peakuii Ta ajanrtaimii pOCIWH A0 3MIH yYMOB JOBKULIS, MOJEKYJISPHHX OCHOB
IUTACTUYHOCTI Ta CTaOLIBHOCTI OHTOT€HE3Yy, a TaKOX aJaNTHUBHUX BIIACTUBOCTEU
BU/JIIB PI3HUX €KOJIOTTYHUX TPYII.

Po3po0neHo MeToa BU3HAYEHHS CTaHy POCIMH NPUPOAHUX (PITOLIEHO3IB Ta
IHTPOYKOBAHUX POCIHH, 1[0 BKIIOYAE OIIHKY (hi310JIOTIYHOTO CTaHy POCIWHU Ta
OIIHKY BILJIMBY Ha Hel €KOJOT1YHMX (haKTOpIB NUITXOM BU3HaueHHs BMicty HSP70
32 JOMOMOI'0K0 IMyHOIETEKIII].

Otpumani pe3ynbTatu moAo0 peryismii cunresy HSP nuisixom iHriGyBaHHS
HSP90 3aknanaroTh OCHOBHM IJisi MOAAJBIIOI PO3POOKM TEXHOJIOTI YIpaBIiHHSA

CTIMKICTIO pOCIUH. 3amponoHoBaHO oO0poOKy iHriditopamu HSP90 nacinus, mio
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miABUILyEe e()EeKTHUBHICTh BHKOPUCTAHHS CBITJIOUYTIMBUX BHCOKOBAapTICHHUX

aHTUOIOTUKIB, TOPIBHSHO 3 iX BHECEHHSM B CEPEJOBHIIE BHUPOIIYBaHHS abo
00pobkoro pociuH. [HkyOaris HaciHHs 3 iHri6iTopamu HSP90 micns aii ioH13yt040i
pamiarii Moxe OyTH peKOMEHI0BaHa /I BUSBJICHHS Ha PiBHI (PEHOTHUITY 3aJIeKHUX
B1JI IIAlIEpOHA TEHETUYHUX 3MiH 1 B1IOpaKOBYBaHHS JIe(PEKTHUX OpPTraHi3MiB.

OcoOucTnii BHecok 3m00yBaua. Jluceprallisi € 3aBEpIICHOI0 OCOOUCTOIO
HAyKOBOIO MPAIlCt0, BAKOHAHOIO HA IMiJICTaB1 BIIACHUX TCOPETUYHUX 1 MPAKTUIHHUX
HarpalpBaHb. ABTOPOM JHUCEpTAIiiHOT POOOTHM CaMOCTIHHO Po3poOJeHo Ti
KOHLEILII0 Ta CTPYKTYpPY, 3A1MCHEHO aHalll3 JITEpaTypHUX IKEpei, BU3HAYECHO
CKCIIEpUMEHTAJIbHI 3aBIaHHS, IMPOBEJACHO aHali3 OTPUMAHUX PE3YJbTAaTiB,
3p00JICHO PUCYHKH 1 TaOnuil, cPOpMyJIbOBAaHO BHUCHOBKM Ta TOJIOKEHHS,
BUKJIaJIeHI y nucepTaiii. OCHOBHAa YacTWHA pPE3ylbTaTIB EKCHEPUMEHTAIBHHUX
JOCIIJIKEHb, TMPEJCTAaBICHUX Y JUCEpTallii, OTpUMaHa aBTOPOM OCOOMCTO.
JlucepranTKor0 CHOPMYITHOBAHO Ta MIATBEPIKEHO EKCIEPUMEHTAIBHO TiMOTE3Y
npo «ydactb HSP70 y migTpumanHi cTabiIbHOCTI MPOIECIB POCTY, PO3BHUTKY 1
(GOpPMOTBOPEHHSI POCIWH 32 HOPMAJbHUX YMOB Ta iX IUIACTUYHUX pEaKIliii Ha
30BHIIIHI CTUMYJIW», a TaK0X 3alpONOHOBAaHO MOJENIb (YHKIIOHYBaHHS
manepodiB HSP90. [lo muceprariii BKJIIOYEHO JaHI €KCIIEPUMEHTIB, MPOBEICHUX
pa3oM 3 HAyKOBUMH CHIBPOOITHHKaMHU BIJAULY KIITUHHOI Ol0JIOrii Ta aHaTtomii
Iacturyty 6otaniku iMm. M.I'. Xomognoro HAH VYkpaiau. Po3poOaenHs crioco0y
BU3HAYEHHS CTaHy POCIHH MPOBOJMIOCH aBTOPOM Yy CKJIAAl MIXKIHCTUTYTCHKOTO
KOJICKTHBY JOCTIAHUKIB. B 00roBopeHHi pe3ynpTaTiB Ta HaMCaHHI cTaTeill Opanu
y4acTh CIIIBaBTOpPH BiAmoBigHUX myOmikaiii. [lix yac oOroBopeHHsS MeETH Ta
3aBJaHb JIOCIIKEHHS, OTPUMAHUX JaHUX 1 BCi€l poO0TH 37100yBad KOPUCTYBaIacCh
KOHCyJbTallisiIMA  wieHa-kopecniongeHTa HAH VYkpainu, npodecopa, 1.0.H.
€.J1. Kopaom. B misioMy, y npoBeieHH1 JOCIHIIKEeHb, 1X aHaji3l Ta y3arajJbHEHHI
YyacTKa aBTopa ckiajaae 0u3bko 85%.

Anpobaunia pe3yabTaTiB aucepramii. Matepianu nucepraiiiiHoi poOoTH
IPEICTaBICHO Ha 37 BCEYKPAIHChKUX 1 MDKHAPOJHUX HAayKOBHUX (popymax, B T.U.

Annual International Gravitational Physiology Meeting (San Antonio, TX, USA,
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2007; Anger, France, 2008), ELGRA Biennial Meeting (Florence, Italy, 2007;

Bonn, Germany, 2009; Rome, Italy, 2013; Corfu, Greece, 2015), 3’i3gax
VYkpaincekoro ToBapuctBa KiaiTUHHOI Oiosorii (Kuie, 2007; fnta, 2012), 23rd
Annual Meeting of American Society for Gravitational and Space Biology (Ames
Research Park, CA, USA, 2007), PISA Conference 2008 «Responses of plants to
environmental stresses» (Elena, Bulgaria, 2008), Keystone Symposia «Plant
sensing, response and adaptation to the environment» (Big Sky, MT, USA, 2009),
8th International Conference «Eco-physiological aspects of plant responses to
stress factors» (Cracow, Poland, 2009), COSPAR Scientific Assembly (Bremen,
Germany, 2010; Mysore, India, 2012; Istanbul, Turkey, 2016; Pasadena, CA, USA,
2018), VYkpaincbka koH(pepeHLis 3 KocMiyHUX aociikenb (EBmaropus, 2010,
2011, 2012, 2013; VYxropoa, 2014; Oneca, 2015, 2016, 2017), Bcepoccutickuii
cumniosuym «Pactenne u ctpecc» (MockBa, Poccusa, 2010), Bceykpaincbka
HayKkoBa KoH(epeHiis «boraHika Ta MiKOJIOTiS: MpoOIeMH 1 MEPCHEKTUBH Ha
2011-2020 poxm» (Kuis, 2011), Kocmuueckunit popym «Ilunotupyembie moJaeThl B
kocmoc. buomenuiuua u xm3Heobecneuenue» (MockBa, Poccms, 2011), Plant
Biology Congress 2012 (Freiburg, Germany, 2012), International Conference
«Plant functioning under environmental stress», (Cracow, Poland, 2012, 2015),
Plant Biology and Biotechnology International Conference (Almaty, Kazakhstan,
2014), XI Vkpaincekmit Oioximiunuii koHrpec (KwuiB, 2014), International
Conference «Advances in cell biology and biotechnology» (Lviv, Ukraine, 2015),
X1V 3’31 Ykpaincekoro 6oraniyHoro toBapuctsa (Kuis, 2017), IV MixnaponHa
KoH(pepeHlis «OHTOTeHe3 pOCIAUMH Yy MPUPOJHOMY Ta TpaHCHOPMOBAHOMY
cepenoBui. Di3ionoro-6i0XiMiuH1 Ta ekoyioriyHi acnektw» (JIbBiB, YkpaiHa,
2017), ISPS-7 & ELGRA-25 Joint Conference (Juan-les-Pins, France, 2017), 39
Annual ISGP Meeting & ESA Space meets Health initiative (Noordwijk, The
Netherlands, 2018), Mixunapoana naykoBa koHpepeniis «Crtparerii 30epexeHHS
pociivH y 00TaHIYHUX cajiax Ta JeHaponapkax Ykpainm» (Kuis, Ykpaina, 2019).
Crtpykrypa Ta o6csar aucepraiii. [uceprariisi Cki1afaeTbesl 3 BCTYIY, OTJISTY

JITEPATYPH, OMKUCY MATEPIAIIB 1 METOIIB AOCTIIKEHb, PE3YJIbTATIB JOCIIIKEHb T
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iX OOrOBOpEHHs, aHAII3y Ta y3arajJbHEHHIO PE3yJIbTATIB JOCIIKEHb, BUCHOBKIB,

CHMCKY BHMKOPHUCTAaHUX JDKepen JiTeparypu 1 cemu jgojarkiB. Crucok
BUKOPUCTAaHUX JKepen MicTuTh 491 HaliMeHyBanb. OOCSAT OCHOBHOI'O TEKCTY
mucepramii ckinagae 347 CTOPIHOK APYyKOBaHOTO TekcTy. PoGora wmictuth 23

Tabuil ta 118 pucyHkis.
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orJjisal JITEPATYPHU

PO3JLI 1

CTABUIBHICTBD I INTACTUYHICTB POCTY I PO3BUTKY
POC/IMHHOTI'O OPTAHI3MY

1.1. ®eHoTHIIIYHA MVIACTHYHICTH POCJIMH

Po3BuUTOK 0araTOKJIITUHHUX OpPraHi3MiB, B TOMY 4YHCIl 1 POCIWHHHX,
BiJIOYBAETHCS 32 OHTOTEHETUIHOIO TPAEKTOPIEI0 Y MEXKaX 0ianazoHy cmitlkocmi Ta
XapaKTepU3y€eThCcsl  CTAOUTBHICTIO 1  TuiactuuHicTio. [li  B3aemomnoB’si3aHi
(GyHIaMEeHTaJIbHI BJIACTHUBOCTI OHTOI€HE3y BU3HAYAIOTh BUJOBE O10pI3HOMAHITTS
KUBOTO CBITy. BinmiOpani B X0l €BOJIOMII CTiKI TPAEKTOPIl PO3BUTKY
3MIMCHIOIOTBCS 32 MPUHITUIIOM «CTa0IILHOTO MOTOKY», TOOTO € KaHAni308aHUMU
(Waddington, 1942). CmabinbHicms pO3BUTKY BUPAKAETHCS B HOTO CTIMKOCTI /10
MOOJIMHOKUX TEHETHYHUX 3MiH 1 HE3HAYHUX (QIyKTyaliid cepeioBHINa Ta B
CHPSIMOBAHOCTI JI0 YTBOPEHHSI ONTHUMAJIBLHOTO JJISi KOHKPETHHUX yYMOB KiHIICBOTO
OPOAYKTY HpH 30epekeHHl BUAOBOI 1HAMBIAyanbHOCTI (Waddington, 1942;
[[Imanerayszen, 1946; Maiklejohn, Hartl, 2002; Slack, 2002; Hall et al., 2007;
Rutherford et al., 2007). 3rimno konuenuii L.I. [lImaneraysena, craOiuIbHICTb
PO3BUTKY € OJIHIEI0 3 TOJIOBHMX XapaKTEPUCTUK OHTOTCHETHUYHOTO TMPOIECy Ta
iMIiepatuBoM eBosttollii oHTorenesy (IlImaneraysen, 1946).

[Hma ¢yHaameHTanbHa BIACTHBICTH PO3BUTKY OpraHi3MiB — ¢heHomuniuna
niacmu4Hicms BU3HAYAE 3JATHICTh TEHOTHUIY 3MIHIOBATH CBOIO EKCIIPECII0 Ta
dbopmyBatu (peHOTUN 332 OAHUM 3 MOXKJIUBHUX (TOOTO F€HETUYHO JACTEPMIHOBAHUX)
aNIbTEpHATUBHUX NUIIXiB OHTOreHe3y (Bradshaw, 1965; Kopatom, 2001; Koparom
u ap., 2003). Mexi, B IKUX MOXKE 3MIHIOBaTUCh (DEHOTUIIIYHUNA MPOSB TC€HOTHILY,
BU3HAYAIOTh K Hopmy peaxyii (Schlichting, Pigliucci, 1998). BpaxoByroun
KaHaJI130BaHUI XapakTep PO3BUTKY, HOPMY DPEAKIlli MOKHA TMPEICTABUTH, SIK Pl

(deHoTuNiB, fKI MOXYTh OyTH TIe€HEpOBaHI OJHUM TE€HOTHUIIOM BIJIOBIAHO [0
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rpajieHTa 30BHIMHIX (akTopiB. Bubip KOHKpeTHOI TpaekTopii pPO3BUTKY
B1IOYBAa€ThCS MiJ BIUIMBOM 30BHINIHIX CTUMYJIB. [IMacTHMUHICTH PO3BUTKY €
aJIaTUBHOIO, TOOTO  JIO3BOJIAE  POCIMHHOMY  OpraHi3aMy  MaKCHUMaJIbHO
MPUCTOCYBATUCA J0 MPOCTOPY, B sikoMmy BiH 3poctae (Bradshow, 1965; Kopmatom u
ap., 2003; de Kroon et al.,, 2005). A.D. Bradshow, 3 po0iT sikoro modvauocs
aKTUBHE BHBYEHHSA sBUIIA (DEHOTUNIYHOI IUIACTUYHOCTI, JO MEXaHI3MiB
IUTACTHYHOCT] BIIHOCHUB 3MIHHM PO3MIpiB 1 (hopmMuU opraHizmy, KUTbKOCTI, pO3MIpIB 1
dbopMu OKpeMHUX OpraHiB, OCOOJMBOCTI MPOIECIB KUTTEIISUIBHOCTI. SIcKkpaBuM
IPUKJIAJ0M BHCOKOI IJJACTUYHOCTI POCIMH Ta il aJalTHUBHOI CYTHOCTI MOXe OyTH
3Ha4YHa BapiaOeNbHICTh MOPQOJIOTIUYHUX, aHATOMIYHHMX 1 (PI310JIOTIYHMX O3HAK B
IHAMBIIYYMIB OJHOTO BHAY 3a KOHTpAacTHMX yYMOB cepenosuiia (Kopatom u ap.,
2003; Hemyxa, 2011).

[InacTuuHiCcTh 1 CTaOLIBHICT PO3BUTKY 3HAXOASATHCS IMiJI TEHETUYHUM
KOHTPOJIEM, SIKMUM 3A1MCHIOETHCS HE HA 3arajbHOMY PiBHI LLJIOTO OpraHi3My, a €
crienupIYHUM JJII OKPEeMHUX O3HAaK Ta iX BIJHOIICHHS 1O 30BHIIIHIX CHUTHAJIB
(Bradshow, 1965; Kopatom u ap., 2003). PiBeHb cTa017IbHOCTI O3HAKU MO3UTUBHO
KOpenoe 3 11 3HAYeHHSIM U1l BHKMBAHOCTI Ta 3M1MCHEHHS OCHOBHUX (YHKIIIN
OpraHizmy.

Bucoka mIacTHYHICTH PO3BUTKY POCIWH OOYMOBJICHA TaKUMH HOTO
BJIACTUBOCTSIMHU, SK HEMEPEePBHUN pPICT MPOTATOM BCHOTO OHTOTECHE3Yy, IO
3a0e3neuyeThCsl MOCTIMHUM (DYHKIIIOHYBaHHSIM MEPHUCTEM, 1 MOJYJIbHa OynoBa.
3rigHo 3 MOAYNIbHOIO KOoHIenIieo ¢enoruniyHoi mactuanocTi (de Kroon et al.,
2005), muracTu4H1 BIAMOBIAl HA 30BHINIHI BIUTMBHU 3A1HCHIOIOTHCS HA PIBHI OKPEMHX
MomyJiB. OCHOBY MOJYJIBHOTO POCTY CKJIaJa€ LUKIIYHE MOBTOPIOBAHHS OJHIET 1
Ti€T ) KaHAJII30BaHOI MOCTIAOBHOCTI MOPGOTEHETUYHUX TPOIECIB, B pe3yJIbTaTi
SKUX YTBOPIOIOTHCS OJHOTHUITHI KOHCTpYKTHBHI eiaementu (Harper, 1977, 1980;
Mapdenun, 1999, 2008). Moayni OyBaioTh KUIBKOX MOP(HOIOTiYHUX BapiaHTIB —
BErETATUBHUX 1 T'€HEPATHBHUX. B pOCIWH MOAYISIMH MOXYTh BBa)KATUCS UL
crebna (pameTu), TUIKHM, MDKBY3JS 3 acOIlIMOBaHUM JHUCTSAM 1 OpyHbKamMu abo

reHepatuBHuMu opranamu (Harper, 1980). Inimiamiss momymniB Ta iX KUIBKICTb
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PEryIIOI0THCS JIOKAIBHUMH 30BHIIIHIMA YMOBaMH, 110 3a0e3nedye BIIMOBIIHICTh
dbopMHU KOHCTPYKIIT OCOOJUBOCTSAM 3aiiMaHOTO TpocTopy. BuOip Tumy momyns
(30Kpema, BEreTaTMBHOIO YU TE€HEPATUBHOIO) BIJOYBA€TbCS Ha IOYATKy HOTO
ytBOopenns (de Kroon et al.,, 2005). ®opma 1 KiHIIEBI po3Mipu MOIYIIB Ta iX
OpraHiB 3HAXOIATHCS TMiJ TCHETUYHUM KOHTPOJEM 1, pa3oM 3 THUM, MOXYTb
Monu(piKyBaTUCA B MEBHUX MEXKax BIAMOBIIHO A0 yMOB cepenoBuiia (Johnson,
Lenhard, 2011). Pazom 1ie gae ¢GpyHKIIOHATHHO BAXKIMBE MOETHAHHS T€HETHYHO
JETEPMIHOBAHOTO KOHCEPBATU3MY MOP(OJIOTIi OKPEMHUX YACTHH 3 BapiaOeabHICTIO
dbopMu Ta PpO3MIpiB BCHOTO TIA 1 MOXKE BBaXXKaTUCS OCHOBOI BHUCOKOI
MJIACTUYHOCTI POCIIMHHOTO OpPraHi3My MpH 30epeKeHHI BUAOBOI 11CHTUYHOCTI.

[IpoGnema MexaHi3MIB IUIACTUYHOCTI PO3IJISIAETHCA HA PI3HUX PIBHAX
oprasizaiii Ta JeTajibHO omucaHa B psji orisigoBux podit (Koparom u np., 2003;
Trewavas et al., 2003; Kelly et al., 2012; Nicoglou, 2014). HocmimxeHHs
TCHETUYHUX OCHOB IUIACTUYHOCTI TPHU3BEIU 1O BUHUKHEHHS PSATY KOHIICIIIIHN.
3okpema, M. Pigliucci (2001) BuU3HAUMB «TeHU TUTACTHYHOCTI» SIK PETYISATOPHI
JOKyCH, $SIKI 0e3NocepeHbO pearyloTh Ha KOHKPETHHM 30BHIIIHIM CTUMYII,
3ammyCcKalo4u MeBHY cepito MOpPoreHeTHIYHUX neperBopensb. [Ipu mpbomy ocobnmBa
yBara TPHUIUISETbCS JNETEKTOpaM 3MiH cepefoBumia. Biamosigno mo H. Smith
(1990), mepeTBOpeHHs 30BHIMIHBOTO CHUTHAJIY B CHEHHU(IYHI POCTOBI peaxiiii
3MIMCHIOETHCS MUISTXOM TUQPEPEHINIITHOT PeryIisilii eKcrpecii MyIbTITeHHUX POJVH,
3aaisiHUX Y eHoTumiuHii miactuaHocti. 3a koHuemniiero E.JI. Kopatom (Koparom
u ap., 2003), ¢peHoTuniYHA MIACTUYHICTD 3AIMCHIOETHCA Y MEXaX HOPMHU peaxiii
Ha OCHOB1 METa0OJIIYHOI Ta TOPMOHAJILHOI peryJsiiii reHHoi excrpecii (Koparom,
2001; Koparom u ap., 2003).

Orxe, crabuibHe  (QOpMOTBOpeHHs, 10  3abesneuye  (popmyBaHHS
CTaHAAPTHOTrO (EHOTHUIY BUIY, € PE3YyIbTATOM MOP(POTreHETUYHOI MPOrpamMu BUIY
3a KOHKpeTHHUX yYMOB AOBKULIA. [IpoTe Taka cTabinpHICTE HE € abCONIOTHOIO.
[H110F0 HEB1A'€EMHOIO BJIACTHBICTIO BCIX CHCTEM, IO PO3BUBAIOTHCS SIBISETHCS, SIK
1€ HE CYMEepPEWINBO 3BYUUTh, GHYMPIUHA HeCmadilbHicmb po36UumKy, 00yMOBIICHA

CTOXacCTUYHUMU Tporecamul («Oimuit mrym») (Gértner, 1990; Lajus et al., 2003;
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Hall et al., 2007; Forde, 2009). JlocmimkeHHs OaraTOKJIITHHHUX OpPTraHi3MiB
MOKa3ylTh, IO TEHETUYHO I1JICHTHYHI OCOOMHU (KJIOHM OJHOTO OpraHimy,
130reHH] JIiHIT) HaBiTh 3a KOPCTKOI CTaHJIapTH3allli YMOB JAalOTh CYTTEBI Bapiailii
dopMu 1 po3MipiB B paMKax HOPMAaIbHOTO (EHOTHUITy, siKi rpadidyHO MOXKHA
NPEACTAaBUTH Yy BUIIIAL KpUBOi HOopMayibHOro posmnonury (Gértner, 1990). Lle
SBHILE OCOOJMBO aKTyaJdbHO ISl POCIMH Y 3B'SI3KYy 3 O€3MepepBHUM 3POCTAHHSIM
MPOTATOM YChOTO OHTOTEHE3y, BapiabeNbHICTIO KUIBKOCTI, PO3MIPIB, TEMIIIB
YTBOPEHHSI Ta B3a€EMHOT'0 PO3TAIllyBaHHSA MOJYJIIB 1 CKJIaI0BUX iX eneMeHTiB (Lajus
et al., 2003; Forde, 2009). BBaxkaerbcs, 00 HECTAOLIBHICTE PO3BUTKY
KOHTPOJTFOETHCS 1 BUKOPUCTOBYETHCS KIITHHO. [IeBHA BHYTpilTHS HECTaOUIBHICTh
Jla€ Opra”izMy nepeBary Ipu (IyKTyalisX 30BHIIIHBOTO CEpPEe/IOBHINA, TOOTO €
agantuBHOO (Shahrezaei, Swain, 2008).

Posrnsigarote  ABa  JpKepena  CTOXAaCTUYHOCTI  PO3BUTKY: 30BHIIIHIA —
BUIIAJIKOB1 JIOKaJbHI (MIyKTyalli CepeAOBHINAa Ta BHYTPIIIHIA — IMOBIPHICHUUI
XapakTep MO Ha BCIX PIBHAX opranizaiii 6iojoriuynoi cucremu (Gértner, 1990;
Shahrezaei, Swain, 2008). BHyTpimHsS CTOXacCTUYHICTH OOYMOBJIEHA TaKUMU
SBUINIAMH, SK TEIUIOBI (IyKTyallii CTPYKTypH MOJIEKYJ, XAOTHUYHICTh AUQy3ii,
BUIIAJIKOBHI XapakTep 3MiH KOHLIEHTpAIli MOJIEKYJI 1 MOJICKYJIIPHUX B3a€MOMIN Y
gaci Ta mpocTopi, ¢uIyKTyamii MEeMOPAaHHOTO TMOTEHIIaly 1 KO-aJanTOBaHUX
METa0OJIYHUX MIIAXIB TOMmIO. JJ0 BHYTPINIHIX MPOIIECIB MOKHA TaKOX BiJIHECTU
cToXacTU4HICTh TeHHoi ekcrpecii (Ribeiro et al., 2009) 1 okpeMux MOJEKYJISIPHUX
nomii 6ioximivaux mponeciB (Shahrezaei, Swain, 2008), nuHaAMiYHUIT XapakTep
OUTOK-OUIKOBUX B3aemoxit (Zou et al.,, 1998), kondopmariiini ¢uykTyarii
o11KoBUX MOJeKy (Sigworth, 1985).

Konneniiis kaHaai30BaHOCTI/CTaOLIBHOCTI PO3BHUTKY BKIIIOYAE TIITOTETUYHE
NPUIYIICHHS PO ICHYBaHHS OygepHux cucmem, 3MaTHUX CTaOUII3yBaTH MPOIECH
pocty 1 Mopdorenesy 3a Aii BHyTPIIIHIX 1 30BHINIHIX AeCTa0LTI3yI0unX (PaKTOpiB.
3rilHO0 TEOPETHYHUM YsBICHHSM, (QUIyKTyallii 30BHIMIHIX (AKTOPIB HIDKYE
NEBHOTO TMOPOry racarbcsi OydepHMMH cHcTeMaMH KIITHHU, 1 PO3BUTOK Mjie

BiANOBiAHO a0 oOpanoi Tpaektopii (Waddington, 1942; Slack, 2002). 3mina
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¢dakTopa(-iB), 110 MEPEBUIIYE MOPIT CIPUUHSTTS, BUKIUKAE aJ€KBATHY BiAMOBIIbL
YyTJIUBUX JO CHUTHAJly KOMIIOHEHTIB KJIITHH 1 aJanTUBHI 3MIHM (3MIiHU
MEeTa0OJIYHUX NUISAXIB, JIJACTUYHI peakuli, yTBOPEHHs TKaHUH 1 oprasiB). Takum
YUHOM, BHUOIp TpaeKkTOpli PO3BUTKY OpraHi3My B TIEBHHH MOMEHT dacy
BU3HAYAETbCS TMepeOyBaHHSAM BIJAMOBIIHOI CUTHAJIBHOI CHUCTEMU KOHKPETHHX
KJITUH B CTaHl TOTOBHOCTI JI0 PELEMIIii 30BHIIIHBOIO CUTHAIY BUIIE MOPOrOBOTO
piBHs. BBaxkaeTbes, 1m0 (GyHKIIOHYBAaHHS TakoOl TINOTETUYHOI Oy(pepHOi cucTemMu
MOke OyTH BUSBJICHE Yepe3 IMIJBUIICHHS YyTJIMBOCTI 0 MEepTypoOaliii cepeoBuiia
Ta HECTAOUIHHOCTI PO3BUTKY MpPH 3HIDKEHHI i aKTUBHOCTI — MPUPOIHOI abo
BuMyIeHoi. [Ipu iboMy MOKa3HUKaMHU HECTaOUTBHOCTI MOXKYTh OyTH Pi3HOMAaHITHI
SKICHI Ta KUJIbKICHI O3HAKH, TaKl K MIJBUILEHHS (DEHOTUIIYHOI BapiabeabHOCTI,
nosiBa Mop(h03iB, JECUHXPOHI3AIIIST POCTY 1 PO3BUTKY OCOOWH, 3HI>KEHHS] TOYHOCTI
dbopMyBaHHsI MMOBTOPIOBAHUX CTPYKTYPHHX €JIE€MEHTIB, aCUMETpisl OllaTepaqibHUX
O3HaK, 30UTbIICHHS KoedilieHTa Bapialmii KUIbKICHUX MOpPQOJIOTIYHMX O3HAK 1
dizionoriunux Biamosigen Tomo (Queitsch et al., 2002; Hall et al., 2007).

OxpeMo chij] 3a3HaYUTH, U0 TP aHami31 GEHOTUIIYHUX BIAMIHHOCTEH MIX
OKPEMHUMU T€HOTHIIAMH B PI3HUX €KOJIOTIYHUX YMOBAX 3a HASIBHOCTI 2eHEMUYHO20
nonimopgizmy TOBOPSTH TPO B3AEMOJIIO 2eHomun X cepedosuwye (Silvertown,
Charlesworth, 2001). ®enoTtumiuyHi NPOSBH TEHETUYHOTO NOJIMOP(DIZMY HE
BIJIHOCATBCSA 10 SBUIIA (PECHOTHIIYHOI IUIACTHYHOCTI SK TaKOro, IpoTe Iel
(eHoMeH CIliJl BpaXxOBYBATH MPU BUBUYEHHI BapiaOenbHOCTI (PEHOTHUITIB MOMYJISIIII.
Kpim Toro, sik 3a3Ha4eHO BHILE, CTIHKICTb (POPMOTBOPEHHS A0 T€HETHYHUX 3MiH
TaKOX BIJHOCHUTBCS N0 MpOOJEeMU KaHai3yBaHHS PO3BUTKY. BBakaerbcs, 110
dbeHoTUN 3a3BUYail € JOCUTh CTIMKUM J0 HEBEIUKOi (HUXKYE TMEBHOTO MOPOTY)
kimbkocTi reHetmyHux 3miH (Kitano, 2004). Ilpu 1mpomy 3MiHH MOXYTh
nepeOyBaTu y MOBYa3HOMY CTaHI Ta HE BIUIUBATH Ha (POPMOTBOPEHHS 3a OJHHX
YMOB, MIPOTE MPOSBIATHCS HA piBHI (peHoTHmy 3a iHImMX ymoB (Kimura, 1983).
3anponoHOBaHO KUTbKa TE€HETUYHUX MOJENEH, SKi MOSCHIOTh (PEHOTHUITIYHY
BapiaOEeNbHICTh K Pe3yJIbTaT B3a€EMOJIl TEHOTUIY 1 CEpeoBUIIa. 3riTHO OJHIET 3

TaKMX MOJEJIECH, ajlelibHl BaplaHTH JIOKYCY MOXYTb MPSAMO CHPHUATH KOJIMBAHHIO
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(GeHOTUIIYHNX O3HAaK, TOOTO aJbTEpPHATHBHI ajeil JIOKYCiB € MPOBIIHUMHU 3a
pi3HUX 30BHIMHIX yMOB (Scheiner, Lyman, 1991; Silvertown, Charlesworth,
2001). IIpoTte OUIBIIICT, OHTONEHETUYHUX O3HAK 3aJICKUTh BiJl OaraThoX T'eHIB 1
OJIMHUYHI 3MIHM MOXYTh Ha HUX HE€ BIUIMBAaTH. [HIIA MoOJenb, 3rajiaHa BHIIE,
pO3MIsa€ MOKIIMBICTh ICHYBaHHS TIMOTETUYHUX PETYISATOPHUX TeHIB (TEHIB
IUTACTUYHOCTI), 1HIYKIIA SAKUX CHEeHUu(IYHUM 30BHIIIHIM CHTHAJIOM MOXKE
3amyckaTH TieBHY agnantaiiiny mporpamy (Waddington, 1942; Schlichting,
Pigliucci 1998; Pigliucci, 2001). SIKmo reHeTUYH1 3MiHU BITHOCATHCS 10 TaKOIO
reHa, IMOBIPHICTh 1X MPOsIBY Ha PiBHI PEHOTUNY Pi3KO 30imbIIyeThCs. Crif TaKoX
BpaxOBYBaTH, IO PEryJsATOpPHI T€HHM YacTO € IUICHOTPONHUMHU 1 MOXYTh
OPOAYyKYyBaTH MHOXKMHHI (eHotunu. KpiM TOro, po3risgaerbcs I1CHYBaHHS
Oy(depHOTO MOJIEKYISIPHOTO MEXaHI3MY, 3JaTHOTO THMYaCOBO MPUXOBYBATH MEBHI
T€HETUYH1 3MIHU, MATPUMYIOYH Yy GYyHKIIIOHAIBHINA KOHpOpMaIlli MOJIeKyJTy O11Ka,
sgKa Hece 3MiHM B mepBUHHIN cTpykTypi (Waddington, 1942; Rutherford et al.,
2007; Mason et al., 2018; Zabinsky et al., 2018). Lleit mexaHi3M onucaHUi HAMU
nam y m. 2.5.3.

Taxkum urHOM, siBUIE (DEHOTHIIYHOI TUTACTUYHOCTI HEPO3PHUBHO TOB’S3aHO 3
TaKUMH XapaKTEPUCTUKaMU mpoliecy dhopmyBaHHS (HEHOTHUNY SK CTAOLIBHICTH 1
IUTACTHYHICTh PO3BUTKY, HOpMa peaklii Ta Jlana3oH CTIMKOCTI opraHizmy. Kpim
TOTO, HEOOXIHO BPaxOBYBAaTH, IIO0 PI3HOMAHITHICTh (PEHOTHIMIB B TMOMYJIALIi €
pe3yabTaTOM HE TUIBKH (DEHOTUIIYHOI MIACTUYHOCTI KOKHOI'O T€HOTHITy, a IIe 1
TaKuX SIBUII, SIK BHYTPIIIHS HECTAOUIBHICTD, sIKA € HEB1/I €MHOIO CKJIaJI0BOIO Oy /b-
SAKUX )KUBUX CHUCTEM, Ta TeHeTHYHHUH moiMopdizMm. B miTepaTypi 0OroBOproeThCs
MOXJIMBICTb ~ ICHYBaHHS  €JMHOTO  MEXaHI3My, 3JaTHOr0  MHIATPUMYBATU
CcTabUIbHICTh (OPMOTBOpPEHHS: 1) T dYac IUIACTMYHUX peakmii; 2) 3a il
CTOXAaCTHYHHUX TMpolieciB; 3) 3a HasgBHOCTI reHetnuHux 3MiH (Maiklejohn, Hartl,
2002). Ha ponp Takoi OydepHoi cuctemu posrasgaroTees maneponun HSP90
(Rutherford, Lindquist, 1998; Queitsch et al., 2002; Sangster et al., 2004;
Rutherford et al., 2007; Samakovli et al., 2007), mo OinbIn AeTaJIbHO OMHCAHO

HaMHU B 1II. 2.5.
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OCKUIBKM aKT MPOSIBY IJIACTUYHOCTI MOYMHAETHCSA 3 BTPATH TOMEOCTA3y IiJl
BIUIUBOM 3MiH (akTopa(-iB) cepeioBUINa, Aajli HaMHU PO3TJISHYTO OCHOBHI
3aKOHOMIPHOCTI BIJIOBIAl POCIMH Ha 30BHIIIHI 3MIHU IUIIXOM CTPECOBOI peaKilii

Ta ajamnrarii.

1.2. Ctpec i axantauisi pocJIMH 10 HeCTIPUSTIUBHUX 3MiH cepel0BHUIIA

1.2.1. Ctpec-peakuis i axanTaiisi: TeOpeTUYHI MOJT0KEHHSA

3rigHo 3akoHy TojepanTHocTi lllendopna KoXKHUN BUJ XapaKTEpU3YETHCS
EKOJIOTIYHUM ONTUMYMOM, SIKHI CIIPUsi€ MAaKCUMAaJIbHIA MPOYKTUBHOCTI, a TAKOXK
MeXaMHU BUTPUBAJIOCTI a00 CTIMKOCTI, 3a IKUMH ICHYBaHHSI OpraHi3My HEMOXKJIUBE
(Shelford, 1913; Onym, 1986; Pynenxo Ta 1., 2009) (puc. 1.1). Bapiarii ¢akropi
CepelloBHUIlA B IEBHOMY J1alla30H1 3HAY€Hb HABKOJIO ONTUMAIbHUX BU3HAYAIOTH SIK
30Hy HOPMAJIbHOI XUTTEAISUIBHOCTI a00 HOpMajbHI YMOBH, 3a SIKMX POCIMHA
HOpMaJIbHO pOCTE€ 1 PO3BUBAETHCS, MPOAYKYIOUM CTaHAapTHUN ¢eHotun. o
Bapiallii yMOB CepeJOBMIIA B 3a3HAYCHOMY Jilalla30HlI OpraHi3M IIBUJKO
aKJIIMY€ETHCS MUISIXOM HACTPOIOBAaHHS METaOOIIYHOI 1 POCTOBOI aKTUBHOCTI KIIITHH
Ta TIEBHUX 3MIH €KCIpecii IeHIB Yy paMKaxX 1ICHYH40i MOp(OreHeTUUHOI porpaMu
po3BuTKy (Xouauka, Comepo, 1977; Lichtenthaler, 1998). YMoBu, BiamiHHI Bix
HOpMaNbHUX (y MeXaX CTIMKOCTI), MOTpeOyloTh adanTaiii Ha Oi10XiIMIYHOMY,
G1310JI0T1TYHOMY Ta  CTPYKTYpPHOMY pIBHSX, WIO0 TMOB’s3aHE 31 3MIHOIO
MOpP(OreHeTHYHOi MporpamMud 1 MPU3BOAUTH A0 (opMyBaHHS (PEHOTHILY,
BIJIMIHHOTO BiJl cTaHAgapTHOro (B pamkax Hopmu peakiiii) (Lichtenthaler, 1998;
Kopmatom u ap., 2003).

3a cTaOUIBbHHX YMOB CEpPENOBHINA, SK OJU3BKUX JO ONTHUMAJIbHUX, TaK 1
HECTIPUATIUBUX, (I310JOTIYHUI CTaH OpraHi3aMy XapaKTepHU3yEThCS IEBHUM
pPIBHEM KIIITHHHOI'O F'OMEOCTa3y, TOM1 K T'OCTPl CYTTEBI BIAXUIEHHS €KOJIOTTYHUX

(bakTOpiB CIPUUMHSIOTH TOPYIICHHS TOMEOCTa3y 1 BUKIUKAIOTh CTPEC.
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Puc. 1.1. Kpusa Tonepantnocti nonyssuii 3a [lendopaom (Shelford, 1913).

Konnenuis cmpecy BBenena ['ancom Cenbe. 3TiiHO 3 II€I0 KOHLEMINEIO,
CTpeC BHU3HAYAETHCA SK HecHelu@iyHa CUCTEeMHA PEaKIlisi TBAPUHHOTO OPraHi3My
Ha TOCTPY JAi0 MIKIJJIMBUX areHTIiB pi3HOI ((Hi3U4YHOI, XIMIYHOI, TICUXOJIOTTIHOT)
npupoau (Selye, 1936, 1946, 1950). Arentu abo dakTopH, 10 BUKJIHKAIOTH CTPEC,
Cenne Ha3BaB cTpecopami (Selye, 1974). B cTpeci BumineHo Tpu cTaaii — TpUBOTH
("alarm stage", mepBuHHA BIJINOBiAb), pe3ucTeHTHOCTI ("resistance stage", konu
opraHi3Mm HaOyBae CTIMKOCTI 110 i dakTopy) Ta BucHakeHHs ("exhaustion stage",
KOJIM OMIPHICTh OPTaHi3My Pi3KO 3HUXKYEThCS). CTazili TPUBOTHU Ta PE3UCTEHTHOCTI
CIpPsIMOBaH1 Ha BIJHOBJIEHHSI TOMEOCTAa3y 1 aJaNnTallilo OpraHi3My A0 HOBUX YMOB,
TOAl SK BHUCHAXCHHS HACTa€ 3a HaJMIPHHX JI03 CTpecopa 1 Beae A0 3aruderni.
CyKkynHICTh 3MiH, II0 BUHUKAIOTh B OpraHi3Mi B CTaHi CTpecy, Ha3BaHI TaKOXK
3azanvHum  aoanmayiunum cunopomom (Selye, 1936). Bonm BKITIOUYAIOTH
MOPYIISHHs] TOMEoCcTazy Ta HecnerudiuHi 3axucHi peakiii. OgHak, crenudiyHi
0COOJIMBOCTI cTpecopa MOKYTh MoaudIKyBaTH X1 1ux npoteciB (Selye, 1950).

Busnauennss crpecy 3 TUX Mmip OTpuMajno Oe3nid IHTepIpeTariii, 4acTo
cynepewmBux (nuB. BecenoBckuit u np., 1993; Lichtenthaler, 1998; Kopaiom u
ap., 2003; KocakiBcbka, 2003; Serensen et al., 2003; Komynaes, Kapmern, 2010;

Kranner et al., 2010). B Garatbox po0OTax MOHATTA «CTPEC» BUKOPHCTOBYETHCS



54
3aMICTh TOHSTTS «CTPECOp», IO TPHU3BOAUTH 1O TIEBHUX CKJIQJIHOIIIB.
BpaxoByroun 1e, B pgaHiii poOOTI aBTOpP MNPUTPUMYETHCS OPHUTIHATIBLHOIO
BU3HAYEHHS LILOTO TOHSTTS Yy OUIBIN 3arajibHOMy Horo BapiaHTi: «CTpec — 1ie
HecriendiuHa BIANOBIAL OpraHi3My Ha OyAb-sKy TPEa'sBICHY HOMY BHMOTY)»
(Selye, 1974). Ilpu oMy NpUUMAETHCS TMOJOXKEHHS PO Te, IO CTPEcoBa J03a
dakTopa € Takoro, IO 37aTHA CYTTEBO MOPYIIyBaTH TOMEOCTa3 opranizmy: «Bce,
10 BUKJIMKAE CTPEC, 3arpOKye€ KUTTIO, SKIINO HE 3yCTpiHE aJeKBaTHOI BIAMOBIII; 1
HaBMaKH, BCE, 1[0 3arpoKy€ KUTTI0, BUKIMKAE CTPEC 1 aJanTUBHY BIJIMOBIIAbY
(Selye, 1950).
KoHueniiist crpecy yCHiliHO 3aCTOCOBYETHCS 1 OTpUMalia IMIHPOKUM PO3BUTOK
B Oiosorii pocnun (Larcher, 1987; Ky3zuenos, 1992, 2001, 2002; BecenoBckuii u
ap., 1993; Leshem et al., 1998; Lichtenthaler, 1998; Tapan, 2001; Kopmatom u ap.,
2003; KocakiBceka, 2003; Tapan Tta iH., 2004; Komnymaes, Kapmen, 2010).
CrtpecopaMu Jisi POCIMH MOXXYTh BUCTYHATH HECHPHUSTINBI 3MIHA OyIb-SKHX
30BHIIIHIX (h)aKTOPIB:
e MpUpoOAHUX (TeMmmepaTypa, BoJ03a0e3NeUYeHHs, pajiallis, MiHepaJIbHe
YKUBJICHHS, MEXaHI4YH1, XIMIYHI 1 O10THYHI YNHHHUKH);
® aHTPONOreHHNX (030H 1 peakTuBHI (OPMH KHCHIO, BaXKKi MeETaH,
nepeo3yBaHHs J00puB, TepOiuau, nectunuaun 1 ¢yHrinuaa, 3miHa pH
cepenoBuiia, Y®-pamiamis 1 mnigBuiieHa KoHueHtpaimiss CO, BHacIiIoK
riobanbauX 3MiH KiaimMaTy Toio) (Lichtenthaler, 1998; Koparom u ap., 2003).
Crig TakoXX BpaxOBYBaTH Te, IO 3a MPUPOJHUX YMOB POCIMHHUN OPTaHi3M
3a3BUYail BiT9yBa€ OJHOYACHUHN BILTUB KOMIUIEKCY HECIIPUSTINBUX YNHHHUKIB.
BianoBiziHO 10 Cy4acHUX YSBIJIEHb, O 3arajibHOTO aJaNTalllfHOTO CHHAPOMY
BIJIHOCSITBCS: TOCUJIEHHSI MTPOHMKHOCTI Ta JAENOjspu3alis MeMOpaH; MOpyLIEHHs
PEIOKC-TOMEOCTa3y KITHH; 3MiHa pH KITHHHHMX KoMmapTMeHTis; Buxix Ca™’ B
IIUTO30JIb; 3POCTaHHS BMICTy akTHUBHUX GopMm kucHio (ADK); axTuBaris
NEPOKCUAHOIO0 OKMCHEHHS JIIMIIIB; BTpaTa Ol1kaMH (yHKLIOHAIBHOI KOH(popMaii
(meHaTypaitiisi); 3arajbHE 3HWIKCHHS 1HTEHCHBHOCTI OlOCHHTETHMYHHMX IIPOIIECIB;

NIJBULIEHHSI aKTUBHOCTI T1APOJIITUYHUX (PEPMEHTIB 1 MOCHIIEHHS KaTaOOJIYHHUX
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npoiieciB; cuHTe3 NO Ta HOro MNOXIJHMX; AKTHUBAIlll CUTHAIBHUX IUIAXIB 3a
yuyacTio ADK, NO Ta }i310J0r14HO aKTUBHHX IPOAYKTIB KaTaboJI3My; CHUHTE3
rOpMOHIB cTpecy — abcuuzoBoi kucinotu (ABK), eruneny, >XacMOHOBOI Ta
CATIIMIIOBOT KHCIOT 1 aKTHBAIlSd 3aJCKHUX BiJ HHUX PETYIATOPHUX IUISXIB;
NEPEeKIIOYEHHSI eKCIpecii TeHIB 3 MporpaMu HOPMAJIbHOTO METaldoi3My Ha
nporpaMmy CTPECOBOI BIAMOBII, IO BKJIKOYAE AKTHUBAIIID EKCIpecii I'eHIB, fKI
KOJYIOTh OUIKM 3aXHCTy MOJEKYJSIPHUX 1 KJIITHHHUX CTPYKTYp (30Kpema Oiiku
TEIJIOBOTO IIOKY, sIKI 3a0€3Me4Yy0Th BIAHOBIIEHHS MPOTEOCTa3y; aHTUOKCHUJIAHTHI
dbepmenTH, 1o BiAMOBiAI0Th 3a AeTokcukaiio ADK; 6inku, mo 6epyTh ydacts y
perysiii cTabuIbHOCTI MeMOpaH Yepe3 3MIHM iX JIMJHOrO CKiaay; hepMeHTH
010CHHTE3Y OCMOIIPOTEKTOPIB); MOPYUIEHHS! PUTMIYHOCTI METa00II13MYy; 3HUKEHHS
akTHBHOCTI pocToBuX mporeciB (Leshem et al., 1998; Ky3nenos, [llesikora, 1999;
Tapuesckuii, 2002; Kopatom u ap., 2003; Leone et al., 2003; Tapan Tta iH., 2004;
Kacperska, 2004; Konymaes, Kapner, 2010; Kpacunenko u ap., 2010).

Jns BunimenHs a3 cTpec-peakilii y pOCIWH IIMPOKO 3aCTOCOBYETHCA
yHiikoBana kouuemnuist ctpecy H. Lichtenthaler, 3rimHo 3 sikor0 Tpu KaHOHIYHI
da3u cTpecy nonoBHIOIOTECS (ha3oro perenepariii (Lichtenthaler, 1998) (puc. 1.2):

1) ®a3za BignoBiai (peaxiisi TPUBOTH, TOYATOK CTPECY) XapaKTePHU3YEThCS
BIIXUJICHHSAM BiA (Pi310JI0TIYHOI HOPMH, MOPYUIEHHSM KIITHHHOTO TOMEOCTa3y,
3HHKEHHSM aKTHBHOCTI aHAOOIIYHUX 1 aKTUBAIlI€I0 KaTaOOIIYHUX MPOIIECIB.

2) ®a3a BIJHOBJEHHS (CTalis CHPOTHBY a0O PE3UCTEHTHOCTI, MPOAOBKEHHS
CTpPECy) BKIIIOYAE pemnapaifilo MOIIKOMKEHb, aJanTallil0 10 HOBUX YMOB 1
3arapTyBaHHS, 110 MPU3BOJUTH 0 MOCHIIEHHS CTIMKOCTI Ta BCTAHOBJICHHS HOBOT'O
(b1310JI0T1YHOTO CTaHy, SIKUW BIAMOBIAA€ MAaKCUMaJIbHIA CTIMKOCTI OpraHi3My Ta €
ONTHUMAJIbHAM 32 HOBUX YMOB.

3) Kinnena ¢aza (cramisi BACHaAXXEHHS ), KOJIM J103a CTpecopa 3aHaATO BUCOKA 1
NEPEBUILYE aJAlITUBHI 3JATHOCTI OpraHi3My, 0 COPUYHUHSE CHIIbHI YIIKOJKEHHS,

MPUCKOPEHHS CTApPIHHS 1, BPEIITi, 3aTrU0EIIb.
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4) ®aza pereneparii (adpbTepHATHBA KIiHIEBIM (a3i) BKIIOYAE YaCTKOBY a0o
MOBHY pereHepaitito ¢i3ionoriyHoi PyHKIT micas NPUIUHEHHS 111 cTpecopa, SKIIo
YIIKOJKEHHS He OYJI0 3aHAJTO CUIILHUM.

Aoanmayis — polec MPUCTOCYBAHHS KUBOT'O OPTraHi3My JI0 YMOB CEpPEOBHIIA,
CIIpSIMOBaHUW Ha  BCTaHOBJIGHHS  (i3iojoriyHoro romeocrady. B xomi
CBOJIIOIIIHHOTO PO3BUTKY BHUIM MPHUCTOCYBAIUCH JI0 TEBHUX CKOHINI 3aBISIKU
BUHUKHCHHIO aJalTHBHUX MEXaHI3MIB Ha BCIX PIBHAX OpraHizailii, BKIIFOYarOUu
TEHETUYHUM, MOJIEKYJSAPHO-O10JIOTIYHUN,  (I310JOTIUHUM 1  CTPYKTYpHHUIL.
AJlanTUBHUM TOTEHI1aJl POCIUH € TeHETHUYHO JIETEPMIHOBAHHUM, 3HAYHO BapilO€
MDK BUJAMU Ta 1O BIJHONIEHHIO JO PI3HMX YMHHHKIB 1 HANpsIMy TOB'S3aHUM 3

0araToBapiaHTHICTIO OHTOT€HETUYHUX LUISAXIB 1 IUIACTUYHICTIO PO3BUTKY.

daza daza daza daza daza
6es3 TpuBorn PE3NCTEHTHOCTI BUCHaXEHHS pereHepali
cTpecy
MaKcUmym
PE3NCTEHTHOCTI
o
3 BuAaseHHs
| w & cTpecopa
o E
o2 >
= &
cTaHgapt | © g & HOBI
(Hopma) l / ” cTaHaapTu
MiHIMYM
PEe3NCTEHTHOCTI
rocTpe XPOHiYHE YIWKOMXKEHHS,
YWKOMKEHHSA 3aruéenb KNiTUHU

Puc. 1.2. Cxema yHi(iKOBaHOI KOHUENLIi CTPeCy POCIWH: MOCIIJOBHICTH (a3,
NOYHMHAIOYH 3 JOCTPECOBOr0 CTaHy, IO MOKa3yITh 3MIHU PIBHS PE3HCTEHTHOCTI

(3a Lichtenthaler, 1998; Kopatom u np., 2003).

BaxxnmuBuMu € HacTymHI MOJIOKEHHS. BiAmoBiae Ha JIiF0 CTPECOBOr0 YNHHHUKA

MICTHTh SIK Hecrernu@iuHi peakiiii (BIacHe, cTpec), Tak 1 peakuii crernudigHoi
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apantauii (Kysuenos, 1992, 2001, 2002; Ky3unenos, Illessakosa, 1999; Kopaiom u
ap., 2003). Boanouac, mnpoiecu HecnenudigyHOT BIAMOBIAI MarOTh TIEBHI
BIJIMIHHOCTI 3aJIEKHO BiJl THIy CTpecopa Ta XapakTepy roro Jii. PiBeHb cTpecoBoi
BIJIMOBI1 3aICKUTH Bif 1031 akTopa. I1i 103010 po3yMirOTh JOOYTOK BEIUIUHU
(iHTeHCUBHOCTI) (hakTOpa 1 TPUBAJIOCTI KOTO Jii.

HaromomryeTscsi, mo CTpec € TUMYAaCOBHM IHCTPYMEHTOM, TNPU3HAYCHUM
JUINE JJIS BIJIHOBJICHHS KJIITHHHOTO TOMEOCTa3y. BHCIIOBIIOETBCA TiNoOTE3a,
CTOCOBHO SIKO1 (pOpMYBaHHS CTPEC-PEaKIlii B X0/l €BOIIOLII MPOXOIUIIO MO THUITY
THMYacoOBOi BIJAMOBIAI 31 IIBUAKKAM 3allyCKOM, TOYHHUM pPIBHEM aKTHUBAIlli
BIJIMOBIAHO JI0 CTYIMEHIO AUCHYHKIIT, CIpSIMOBAaHUM Ha 3a0e3MedYeHHs HalOUIbIII
e(eKTUBHOIO BiJHOBJIEHHS HOpMajbHOro (QyHKIloHyBaHHs KiniTuH (Lamech,
Haynes, 2015). B To#i e 4ac, mprCTOCYBaHHS OPraHi3My JI0 XPOHIYHOTO BILTUBY
HECIPUATIMBOTO YHHHHMKA a00 MOro MOCTYMOBOTO HAOIMKEHHSI O MEX1 CTIMKOCTI
CHiJI pO3MIAAaTH K aJaNTalllo, a Y4acTh B LIbOMY IPOLECI CHUCTEM 3arajibHOIO
3aXUCTY — K Heceu(iuHy aIanTalio.

OcoOnuBa yBara NPUAUIAETBCS MEXaHI3MaM CIPUUHATTS CTPECOPHMX
CUTHAJIIB CEHCOPHHMH CHUCTEMaMH KJIITHHU, TMPUPOJI IMX CHUCTEM, IUIIXaM
TpPaHCIYKINI CUTHAIIB 1 peanizaiii y BianoBiguux peakiisx (Komymnaes, Kaprer,
2010; 3opuna u np., 2011).

BigzHauaeTbcs, 110 BiAMOBiAL )KUBHX 00’ €KTIB Ha 30UIBIICHHAS 03U (aKTOpa,
SK MpaBUJIO, HE € MOHOTOHHOI: KIHETHMKa BIJNOBIJI OMUCYETHCS HEIIHIAHOIO
dynkmiero (Becemorckwmii u np., 1993; Pynenko ta 1., 2009). 3a ymoB, Konu g03a
dakTopa He mepeBHIlyE aJANTUBHUN MOTEHIIAJl OpraHi3My, MEpBUHHA CTPECOBA
peakiliss BUBOJUTh CUCTEMM CTIMKOCTI Ha MIiABUIIEHUM pPiBEHb, HEOOXITHUM MIJIsI
MO/OJIaHHS YIIKO/UKeHb. [IeBHE MiABHIIEHHS CTIHKOCTI 30epiraeTbesl NEIKUi dac
micias 3aKiHYEHHs Jii CTpecopa, L0 € OCHOBOIO TaKHX SIBUII, SK 1HIyKOBaHA
CTIMKICTh 1 TMepexpecHa CTIUKICTh. [HOykoéana CTIUKICTH — 1€ MOCHJICHHS
CTIMKOCTI KJIITHH 1 OpraHi3aMy [0 JeTaJlbHUX 103 (akTopa B pe3yJibTarTi
nonepeaHboi 00poOku iHoro cyoOneranbHoro ao3010 (Larkindale et al., 2005;

Bokszczanin,  Fragkostefanakis, 2013). [Ilepexpecna  criiikicTh  (Kpoc-
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TOJICPAHTHICTh) MIPEACTABIISIE IOCUIIEHHS CTIMKOCTI OPraHi3My 0 OJHOTO YMHHHUKA
B pe3yJsbTaTi ajganramnii 10 iHmoro (Banti et al., 2008; Montero-Barrientos et al.,
2010; Salgado et al., 2014). SIBumie nocuieHHs 3arajibHOI CTIMKOCTI OpPraHi3My B
pe3yJbTari momepeaHix oOpoOOK MOMIPHOIO JI030K0 CTPECOBOTO UYMHHHMKA TaKOX
BU3HAYAIOTh SIK 3aeapmysanus (Serensen et al., 2003).

Buxonsuu 3 3a3HayeHOro, MOKHA TOBOPUTH, IO KJIITHHAM 1 OpraHizmam
npuTamMaHHa 6azo8a ab0 KOHCMUMmMymueHa CTIAKICTh, Ka BU3HA4Ya€ X 371aTHICTh
BIDKMBATH 32 PANTOBOI 3MIHU (paKTOpa CEpeAOBHILA, Ta IHOYKOBAHA CTIMKICTh, SIKa
BUHUKAE B PE3yIbTaTl MOMEPEAHHOI 0OpOOKH CyOneTalbHOI0 703010 (akTopa i
CIIpUsi€ BIDKMBAHHIO TPU J03ax, SKI 0e3 1poro Oyiu O JeraqbHUMHU. Take
nigBUIIEHHS cTiikocTi € TumuacoBuM (Larkindale et al., 2005; Kapnen, Konynaes,
2009; Bokszczanin, Fragkostefanakis, 2013). BigmiuaeTbcs, 1m0 piBeHb
KOHCTUTYTHBHOI CTIMKOCTI OpraHi3aMy Mae€ CYTT€BUI BIUIMB Ha pPO3BUTOK
agantuBHoro mnpouecy (Kysnmemos, 1992, 2002). UYum Buie piBeHb
HecrenupIYHUX 3aXUCHUX KIITUHHUX MEXaHI3MIB, TUM BHIIE TEMITH KOMIUICKCHO1
aganTaiii 10 Oynb-sikux 3miH ymoB Aok (Leone et al., 2003).

Ha mizgcraBi AociipkeHh TBApUHHHUX CHCTEM 3aIllPOTIOHOBAHO PO3TJISIATH
CTpec sK MexaHI3M Moju@ikailii BUJIOBHX OHTOreHeTHYHUX mporpaM (HoBukos,

Morkun, 2009).

1.2.2. KuiTuHHI MexaHi3MM BiANOBiAi pociuMH Ha oOKpeMmi alioTH4HI
YMHHUKHU

3a0e3nedeHHs] BOAOI 1 TeMIlepaTypHI YMOBU BIJHOCSTBHCS 1O TOJOBHHX
€KOJIOTTYHUX (PaKTOPiB, 110 BIUIMBAIOTh Ha AKTUBHICTh MPAKTUYHO BCIiX MPOIIECIB B
pocnuHax ((PpOTOCHHTE3, MUXAHHS, BOJHHMM OOMIH, MOAUI 1 audepeHIlitoBaHHS
KIITHH Ta iH.). IX 3HAa4Hi BiIXMJIEHHS BiJl HOPMH B paMKax Jiama3oHy CTiHKOCTi
BUKJIMKAIOTh [PUTHIYEHHS CTaHy OpraHi3aMy 1 3HWKEHHS MPOJyKTUBHOCTI.
Buxonasun 3 1poro, B JOCHIPKEHHI MEXaHI3MIB IUTACTUYHOCTI POCIMH MU
BUKOPHCTOBYBAJIM BUCOKY TEMIIEPATypy, BOAHUIA Ne(DIUT i TPYHTOBE 3aTOIUICHHS.

KpiM TOro, BMBYajnM BIANOBIb POCIMHHUX KIITHUH Ha 3MIHEHY TIpaBITallll0 —
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dbakTop, HE3BUYHWUUA JJIsI POCIWH, OCKUIBKH 1X EBOJIOIliSA, SK 1 BCIX 3E€MHHUX
OpraHi3MiB, IPOXOUjIa B yMOBaX MOCTIMHOTO rpaBitaiiiiHoro mojis 1 g. B nanomy
HiJPO3AUTT HAaBEIEHO OKPEMl XapaKTepUCTUKH MPOLECIB, 10 BiAOYyBalOThCS B
POCIMHHUX KIITHHAX y BIAMOBIAL HA IO [IUX YMHHUKIB 1 € BAXKJIIMBUMU JIJIS JTaHOI
po6oru. Ilpu mpomy, 0COOIMBY YyBary NPUAULUIM TOPYIICHHIO KJIITUHHOTO
IPOTEOCTa3y 1 BIANOBIAHUM CUCTEMAM 3aXUCTY.

BinnoBins Ha BHCOKYy Temmepatypy. Crenudika BIIUBY TeMIepaTrypu Ha
POCIIMHHMIA OpraHizM OoOyMOBJI€Ha BIJICYTHICTIO JJIi HbOTO KIITHUHHHUX Oap’epiB
(Anbrepror, 1981). Bucoka Ttemmeparypa BHKIMKAE EHEPreTUYHO-3aJIEKHI
MOPYIIESHHS] Ha MOJICKYJISIpHOMY 1 KiniTuHHOMY piBHAX (Tomanek, Zuzow, 2010).
JIo OCHOBHHUX TMEPBUHHUX 3arpo3 BIAHOCATH 3MIHM TEKydoCcTi MeMmOpaH 1
MOpPYIICHHS  TPOTeocTady BHAcHiIoK jAeHarTypamii OuikiB  (Bokszczanin,
Fragkostefanakis, 2013). llIBuako nounHaeThes nmotyxHa revepaiiis ADK (Volkov
et al., 2006; Kolupaev et al., 2013), mo TakoXX MOK€ CHPHUYMUHATH MOPYIICHHS
KoH(popmarrii 611KiB.

Po3rnsanaroTe KiIbka MOMJIMBUX CEHCOPIB TEMIIEpATypHUX 3MIH: CEHCOpHU
neHatypoBanux OunkiB (unfolded protein sensors); 3MiHM CTaHy IJIa3MaleMu 1
JIOKAJII30BaHUX B HIM CEHCOPIB; KaJbII€Bl KaHAIM TUIA3MAaTHYHOI MEMOpaHH, SIKi
perymorots BXin Ca’’ 3 amommacTy 10 HMTO30I0; Ta FiCTOHOBI CEHCOPH Y spi
(Bokszczanin, Fragkostefanakis, 2013).

Bionosiob na naxonuuenus 6inkie 3 nopyuwenor cmpykmyporo (unfolded
protein response, UPR) BimOyBaeTbCsi B NHTO30J1 Ta EHAOIUIA3MAaTUIHOMY
peruxymomi (EP) (Lamech, Haynes, 2015). B nuTo30i 11 peaxiiisi BioMa sK
peaxiisi TEIIOBOrO0 IIOKY 1 € OCHOBHMM IUISXOM BIJIHOBJIEHHS IMPOTEOCTa3y
(omucana Hamu y 1. 2.3 1 2.6). Peakiiss EP morpeOye Kanblli€eBOro CUTHAIY Bif
IJ1a3MaTUIHOT MEMOpaHU Ta MOXKe BiOyBaTHcs 6€3 TeruioBoro moky (Saidi et al.,
2009). IHumnn ceHCOpHI CHCTEMHM Ta BIJANOBIJIHI PETYISTOPHI HUIIXU MOXYTh
3a0e3medyBaT TOHKE HAJAIITYBaHHS CHUCTEMU KOHTPOJIO SIKOCTI Oiska, SIK 1€

MoKa3aHo 1l ricToHoBUX ceHcopiB (Bokszczanin, Fragkostefanakis, 2013).
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KoMmiekcHa peakuis pOCIMHHUX KJIITHH HAa BUCOKY TEMIIEpaTypy MICTUTH
perpeciio TeHIB HOPMaJIbHOTO METaloi3My 1 aKTHBAlll0 ekcrpecii B 2 pasu i
oinbiie 6au3bko 5% reniB (Larkindale, Vierling, 2008; Qin et al., 2008). V 3axucTi
OlIKOBOrO romeoctady OepyTh ydacth manepoHu/HSP, nerigpunu 1 Oinku
nizHporo emopiorenesy (late embryogenesis abundant, LEA), ski miarpumyroTh
CTPYKTYpy OIJTKOBOTO KOMITOHEHTY, & TaKOX YOIKBITHHH, SIKi BIAMOBINAIOTH 3a
nerpanaiito BiampamboBaHux modekyn (Mittler et al., 2012). JlerigpuHu 3aBasiku
iX YHIKaJbHOMY aMIHOKMCJIOTHOMY CKJIQJQy 37aTH1 3B’SI3yBaTW 3HAYHY KUIbKICTb
BOJY 1 acOIIOBATHCSA 3 OJIKAMHU Ta JIMigaMHu, 3aro0iraroun iX IOIIKO/DKESHHIO Ta
niaTpuMyroun ¢iziosoriyny 1iticHicth kKaiTuH (Hanin et al., 2011). LEA-6inku
XapaKTepU3yIThCSl BEIUKOI KUIBKICTIO MOJSPHUX 3aJIMIIKIB 1, BIAMOBIIHO,
BHUCOKOIO TiApO(UIBbHICTIO, 3aBISKH YOMY 3aJisHI B XeJaTyBaHHI 10HIB,
3B’sI3yBaHHI BOJY Ta MiATpUMaHHI CTpYKTypH OuikiB (Cuming, 1999; Umezawa et
al., 2006). B anHTHOKCHJaHTHOMY 3aXMCTi OCHOBHY POJIb BITITPalOTh TIOPEIOKCHH,
TII0TaTiOH-S-TpaHcdepasza, neriapoackopdar peaykraza, nurozoibHa Cu/Zn-
cynepokcuaucMyTasa Tta Mn-nepokcugaza. B ocmonpoTekiiii BakjauBa poJib
HAJICXKUTh PNy aMIHOKHCIOT, aMiH-BMICHUM MeTabomitam (B-amaHiH, Y-
aMIHOMAcCJIsTHa KHUCJI0Ta, MyTPECIMH), PO3UMHHUM IfyKpaM (caxaposa, padiHo3sa,
MajbT03a) 1 modioyiaMm (TaJlaKTUHOJ, M10-1HO3UTOJ). HakonmuyeHHs 1uX CyMICHHX
OCMOJITIB CIYXHUTh JJIS MATPUMKH TYpropy KIITHH, 3aXUCTy BIJ BUIBHHUX
panukaniB, crabumizamii mMeMOpaH 1 OUIKIB, IO JO03BOJSIE€ PO3TIAAATH iX SIK
«ximiuHi maneponn» (Bokszczanin, Fragkostefanakis, 2013).

BigminHICTE MK 0a30BOI0 Ta 1HTyKOBaHOIO TEMJIOCTIUKICTIO
IPOJEMOHCTPOBAHA HA IILIEHHULI, B SKOI T€HHAa EKCIpecis NpH MNOTEHLIMHO
JICTAJIbHIN TeMIepaTypi 3 MONepeaHbOi 00OPOOKOI0 CyOJIeTaTbHOI TEMIIEPATyPOIO
Ta 6e3 Hei po3pizHsutack Ha 1314 TpanckpuntiB (Qin et al.,, 2008). Bimbmiicts
OUIKIB, BIAMOBIJHUX JO ULMUX TPAHCKPUNTIB, BITHOCUTHCA 10 poauH HSP,
dbepMeHTIB aHTHOKCHUIAHTHOTO 3aXHUCTy Ta METaOoMiTIB, SiKi OEpyTh y4acTh Yy
BiIHOBJICHHI pH 1 pefokc-moTeHIiany KIITHH, a TaKOX 3HUXEHHI aKTHUBHOCTI

dboToCcUHTE3Y 1 TpaHCHipallii, [0 HAJA€ POCIUHI 3JaTHICTh YCHIIIHO MEPEHOCUTHU
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NOTEHUIWHO  JIeTAIBbHY /03y HpoTsIrom  Kimbkox romuH  (Bokszczanin,
Fragkostefanakis, 2013). 3a ominkamu, MiIBUINEHA TEIUIOCTIMKICTH TPUMAETHCS
kiibka A16 (Charng et al.,, 2007; Kapneu, Konynaes, 2009). Haiibuibim
ebekTHBHOIO Ui i1 IHAYKIIT € Temmeparypa, NOpHU SKiH BiI0yBa€eThCs
MaKCHUMAaJIbHUI CUHTE3 KOMIIOHEHTIB HECTIEU(PIUHOTO 3aXUCTY.

BinnoBins Ha BoaHuii Aedinut. Boguuil nepiuutr cnpuuuHsie 3MEHIICHHS
KUTBKOCTI BIJILHOT Ta 3B's3aHO1 BOAM B KJIITHHAX, MOPYIIEHHS T1IpaTHUX 000JIOHOK
OUIKIB, iX JeHaTypauilo 1 BTpary (PEepMEHTAaTHUBHOI AaKTUBHOCTI, NOPYIICHHS
cTpyktypu memOpan (Arakawa et al., 1991; Billi, Potts, 2002; Bray, 2002;
benssckas, 2003). B pe3ynpTaTi AucOanmaHCcy MiX MOTJIWHAHHSIM CBITJIA Ta HOTO
yTuiizaniero B xjopomiactax JucTKiB (Foyer, Noctor, 2000) nocuntoeThecs
pO3CIOBaHHS HAAMIPHOI KUIBKOCTI CBITIIOBOI eHeprii 1 reHepyroThcss ADK, ski
YIIKO/DKYIOTh MEeMOpaHu 1 MakpoMosiekyu (Zhu, 2001; XKyxk, 2011).

BBakaeTbcs, 10 ACTEKIli AePIUTY BOIU B IPYHTI 3[IIHCHIOETHCS KOPEHSIMH,
a came 30HOI0 po3tsarHeHHs (Conlet et al., 1997). ¥V pe3ynbrari reHepyrOThCS
XIMIYHUH 1 TIAPaBIIYHUN CUTHAIM, SKI TPAHCHOPTYIOTHCA KCHUJIEMOKO Ta
dopmytors crnernudiuHl W HecmenudidHl peaxiii Ha BCIX PIBHAX oOpraHizarii
opranizmy (Kyk, 2011; KynosipoBa u nip., 2013). XiMiuHUIA CUTHAT CKIATAETHCA 31
smin pH, Heopramiummx iowiB (y mepmy uepry, Ca’’), opramidHux KHCIOT,
NENTUIIB, HU3BKOMOJEKYSIpHUX crnoiyk, NO, ¢iToropmoHiB (y mepiry 4epry,
ABK). T'igpaBniyHuii curHai QOpMYyeTbCS y BHUIJISIAL TpagleHTa BOJHOIO
NOTEHIIaTy B CHUCTeMI IPyHT—KOpiHb—TIariH—aTMocdepa 1 perytoe HaaxoIKeHHs
Ta BUKOPUCTAHHS BOJU POCIHHOIO.

[TepeOynoBa aHaOOMIYHUX 1 KaTAaOOMIYHUX NUISIXIB METa0OJI3My 1 aKTUBAIlis
CUCTEM 3aXHCTy 3a BIUIMBY INOCYXM 3/1MCHIOIOTHCSI 4epe3 MNepernporpamyBaHHs
TeHHOi eKCIpecii, B SKOMY OepyTh Yy4yacThb IIOHAaWMEHIIE YOTHPU CHUTHAJIbHI
nuisxy: aBa 3amexHi Big ABK 1 gBa mHesanexni (Bray, 2002; Shinozaki,
Yamaguchi-Shinozaki, 2007). BkirodaeTbcsi OCMOTUYHE PETYJIOBAHHS 32 YYaCTIO
MOHO- 1 OJIIFOIYKPiB, HU3bKOMOJIEKYJISIPHUX 3aps/UKEHUX MOJIEKYJ Ta 10HiB. Jliis

3axucTy B1J HaaMmipHOi KuibkocTi ADK (popmyeTbcsi aHTHOKCHMIAHTHA CUCTEMA,
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AKa CKIAJaeTbca 3  (EPMEHTHOTO KOMIIOHEHTY (CyNEepOKCHAIMCMYTa3a,
ackopOatrepokcuaasza, TMepoKcuaasa, Karajasza, JuruapoackopOarpeaykrasa,
[NIIOTOTIOHPEAYKTa3a), IO YTUII3yE OKHCHEHI CHOJYKH, 1 HEePEepMEHTHOro
KOMITOHEHTY (MIrMEHTU-KCAHTO(MUIN), SIKUW PO3CII0€ HAMIPHY KUTBKICTh CBITJIOBOT
eneprii (bapanenko, 2003; Xyk, 2011). ¥V 3axucTi MOJEKYISIPHUX 1 KIITHHHHUX
CTPYKTYp OepyTh ydacThb LIANEPOHU, YOIKBITHH, 1HTIOITOPU HpOTEas, AETIPUHH,
LEA-6inku, ocmonpoTtektopu Ta iH. CyMiCHI OCMOJIITH, 30KpEMa, aMiHOKUCIOTH
(mepur 3a Bce, MpOJIiH), O€eTaiHu, IyKPH, LYKPOCIUPTH, MOJIIOIH, OJIrOcCaxapuian
3a0€31euyI0Th IIPOTEKTOPHUIA, 0CMOPEryIATOPHUIA 1 aHTHOKCUIAHTHU edexTn. Ix
BHCOKA KOHIIGHTpAIlisi B KJIITHHI 3MIHIOE MIKPOOTOUCHHS OUIKOBUX MOJIEKYJI
3aBJISIKA «IEPEBAKHOMY BHUKJIIOYEHHIO» IMX PEYOBHMH 3 MNOBEPXHI OUIKIB, IO
J03BOJISIE MIATPUMYBATH OCTaHHI y Ti[paTOBAaHOMY TE€PMOJUHAMIYHO BUT1THOMY
cTaHi, 3amoOiraroun ix arperamii (Arakawa et al., 1991). HakomuueHHs nmx
MOJIEKYJI CHIBIIAJAE 13 3HAUHUM IMOCUJIEHHSAM MOCYyXOCTiHKoCTI KiTHH (Ky3Henos,
[lIesikoBa, 1999; benspckas, 2003; XKyxk, 2011).

Binmivaerbes cyTTeBa pi3HULSA y BIAMNOBIAL POCIMH Ha TOCTPUN BOJHMIMA
nedinuT 1 Ha mocTynoBe mocwieHHs nocyxu (Shinozaki, Yamaguchi-Shinozaki,
2007; boOpoBHunbkuii, 2012). OxpemMo po3rIsmacTbcs — aganTaiis 0
JIOBrOTPUBAJIOr0 BOAHOTO nedinuty abo MOCTiHE ICHYBaHHSA 3a TAaKUX YMOB
(Koparom u ap., 2003). Apanrarmiss poCIMH 0 XPOHIYHOTO BOJHOTO Je(iluTy
CTpsSMOBaHa Ha MIATPUMaHHS BOJHOTO OajlaHCy HMUIIXOM €KOHOMHOTO BUTpadyaHHS
BOJM, TaJbMyBaHHS POCTY MOJOJHUX JHUCTKIB, CKUIAHHS YaCTUHU JHUCTKIB IS
3MEHIIEHHS IUIONII TIOBEPXHI BHUIAPOBYBAHHS, 3O01IBIICHHS CITIBBIIHOIIECHHS
KOpiHb/TIarid, (GOpMyBaHHS KOPEHEBOI CHUCTEMH 3 T'€TEPOr€HHHUM 3a TJIMOMHOIO 1
po3mMipamMu KopiHHSAM. Pe3ynbTaTd HU3KH pOOIT CBiI4aTh MPO TE, IO B ajamnTallii
JI0 XPOHIYHOI HecTadl BOAU OepyTh ydacTh HecrnenudiuyHi CUCTEMU CTIHKOCTI.
Hanpuknan, y cyxoaunsbHux pociuH Alisma plantago-aquatica, K1 3HaXOUINUCH B
yMOBax BoJHOro aedinuty, piBeHb A®K, mepekiCHOro OKHCHEHHS JIIMigiB 1
AHTUOKCUJAHTHOTO 3aXHUCTy BHSIBUBCS BUIIHMM, IMOPIBHSIHO 3 POCIMHAMH TOTO XK

By Ha MuikoBoaai (bapanenko, 2003).
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AKTHBAIlisl aJalTUBHUX PEAKI MPOTIrOM PO3BUTKY IMOCYXH BiOYyBa€ThCs
MOCTIZJOBHO y CTPOTIM 3aJIe’KHOCTI BiJl BOJHOTO TOTEHIIany KiiTuH. Hanpuknan, y
NPOPOCTKIB A. thaliana Ha mOYaTKy PO3BUTKY BOJHOTO Je(iUUTy BiaMIYaId
aKTHBAIIIO POCTY KOPEHs 1 YTBOPEHHS PO3TalyKEHUX KOPEHEBUX BOJOCKIB, TOI1
SK TPU 3HIWKEHHI1 BMICTY BOJIM HUXKYE MEBHOTO PIBHS — MaiHHA TpoJiiepaTUBHOI
AKTUBHOCTI KOPEHEBUX MEPHCTEM, TaJIbMyBaHHS POCTY TOJOBHOTO KOpEHS Ta
NPUMMHEHHS yTBOpeHHA KopeHeBux BosockiB (Kranner et al., 2010;
boGpoBuunbkuii, 2012, 2016). OgHoyacHO 31 3HMKEHHSIM aKTUBHOCTI POCTOBHX
nporeciB BinOyBanacek iHAyKIis reHiB ABK-3anexxnoro nuisixy (boOpoBHuUIBKUH,
2012).

BinnoBins Ha rpyHToBe 3aTOmjieHHs. [ OJJOBHOIO MPUYMHOI HETAaTHUBHOTO
BILJTUBY 3aTOIUICHHS Ha POCIIHMHY € T€, 10 TePE3BOJIOKEHHS IPYHTY BUKIIUKAE PI3Ke
3MEHIIEHHS KIJIbKOCTI KHCHIO, IOCTyImHOTO KopeHeBidt cuctemi (Jackson, Ricard,
2003; Jackson, 2006). JledinuT KUCHIO CHOPUYHUHSE TIOPYIICHHS PEIOKC-
rOMEOCTa3y KIITMHHHX TMPOIIECIB, IIJBUILYE KUCIOTHICTh IIUTOIUIAa3MHU Ta
koHreHTparito A®K, mo Moke BHKIMKATH YIIKOPKEHHS MaKPOMOJCKYIL.
3HIKEHHS] KOHIICHTPAIlli KUCHIO HUKYE KPUTUYHOTO DPIBHS MPUTHIYYE NUXAHHS
KIiTHH. Po3mag mosiicoM 1 HaKOMUYEeHHS MOHOCOM CBig4aTh TMPO 3MIHU
TpaHcsuiitHoi aktuBHOCTI (Cuuk-Mupanna u ap., 2003).

BwxuBaHHS pOCIMH TIpU 3aTOIJICHHI BU3HAYAETHCA 1X 3JIaTHICTIO [0
010XIMIYHOI Ta CTPYKTYpPHOI ajamTailii O KOpPEHEBOi Tinokcii. Po3risgaoTs ABI
cTparterii ajganraiii 0 aHaepo0Oio3y (Bapranersin, 2005). [cTuHHY TOJIEpaHTHICTH
NMoB’s3yI0Th 3 IepeldyaoBaMu  eHepreTuyHoro  metadoinizmy.  Crpareris
«YHUKHEHHs» (ysIBHA TOJICPAHTHICTb) PEAN3y€ThbCSd Ha PIBHI LILJIOTO OpraHizMmy
3aBASKUA TPAHCTIOPTYBAHHIO KHUCHIO MOBITPS JI0 TIMOKCUYHUX OPTaHIB.

3rifHo  MeTabosiuHoi Teopli cTidikocTi Ao 3arorieHHs R. Crawford,
MeTa0oJlyHa ajanTalis KIITHH JO TINOKCII TOoJArae B INEPEKIIOYEHHI
C€HEPreTUYHOr0 META0O0JI3MY 3 OKUCTIOBAIBHOTO (OCHOPUITIOBAHHS HA aHAaepOOHY
dbepMeHTallito: MojouHOKHUcHe 1 cnupToBe OpoaiHHs (McManmon, Crawford,

1971; Ansmeiina u gp., 2003; BapranersiH, 2005). 3a konuenumiero pH-craty
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KPUTUYHE 3HIDKCHHS KOHIIEHTpAIIil KHCHIO 3aIyCKa€e MOJIOYHOKHUCIIE OpOTiHHS, 10
NPU3BOJNTH JI0 MIJAKUCICHHS LMUTOIIAa3MHU 1 aKTUBAIllil €TaHOJBHOTO OpOaiHHS
(Bapranetrsin, 2005). CnuptoBe OpOIIHHS TOYMHAETHCSA 3 JEKAPOOKCHIIFOBAHHS
mipyBaTy, KIHIIEBOTO MPOAYKTY TJIKOJI3y, N0 aleTalbJeriay 3a JJIOMOMOTOI0
dbepMeHTy nipyBaTaeKapOOKCUIasu; Jai AJIKOT'OJIBJICT1IPOTCHA3a
(ankorons:HA/l-okcunopenykraza, A, K.®. 1.1.1.1) karamizye peaxiito
MIEPETBOPEHHS alleTaNbJACTITy 10 €TaHoJy. BiAmoBimHO 0 1BbOTO, CTIMKICTH /0
3aTOIUICHHS MOB’SI3Y€EThCS 3 aKTUBHUMH TMpOIecaMu aHaepoOHOi (hepMeHTaIrii, 1o
JIOBEICHO 3 BUKOpUCTaHHSAM HyJb-MyTaHTIB adhl (Ellis et al., 1999; Dennis et al.,
2000) 1 anTucenc-xkoHcTpykui (Rahman et al., 2001). B kopensix A. thaliana
dbepMmenT BusBIsBCcs nepeBakHo B amnekcax (Porterfield et al., 1997). Innykiis
cuntesy AJIl" y BiAMOBiAb Ha 3aTOIUICHHS MAa€ MEBHY JUHAMIKY. Tak, eKcrpecis
ADH] B xinuukax xkopeHiB Coix lacryma-jobi nocsrana Makcumymy 4depe3 4 roj
MiCs 3aHYpEeHHS y BOJMY, MICJIS YOro MOCTYNMOBO 3HWXKYBaiach 10 12-01 ron;
MaKCHUMaJIbHY aKTHBHICTh (pepMeHTy Bu3Hauanu Ha 6-Ty rox (Daqing-chen et al.,
2012). Inpykuis ADH y uytinuBoro 10 negiuuty KucHio A. thaliana BinOyBanach y
nepmi 0,5 rox aHokcii Ta gocsrana Mmakcumymy uepe3 4 rox (Banti et al., 2008).
Otxe, ANl € xmoyoBUM (QepMeHTOM aHaepoOHOI ¢depMeHTalli 1 MoXke
BUKOPHCTOBYBATHCH SIK 11 OioMapkep.

[TokazaHo, 110 BWIKMBAHICTH KOPEHEBUX AaleKCiB 3a YMOB HECTaudl KHUCHIO
0OMEXy€eThCSl KiTbKOMa roguHamu abo ansmu (Puxap, 2003), Tomy icHyBaHHs
POCIIMH TIPOTSTOM TPHUBAIOTO 3aTOILICHHS MOTPeOye TPAHCTIOPTYBAHHS KHCHIO 0
KIITHH KopeHiB. lle 3a0e3meuyerhcsi 3aBISKU BHJIOBXKEHHIO OpraHiB cTe0JI0BOI
CUCTEMHU Ta YTBOPEHHIO a€PEHXIMU — CHUCTEMH MDKKIITHHHUX HNOPOXHUH y KOpI
KOpEHiB, cTebJI1 Ta JIMCTKAX, 110 3a0e3meuye HaJIXOKeHHSI KHCHIO B1JI JJUCTKIB 10
KOpEHIB Ta Tra3000MiH 13 30BHIIIHIM TOBITPsM. HasBHICTh pO3BHHEHOT aepeHXIMU €
XapaKTEepHOIO PUCOIO BHJIIB MEPE3BOJIOKEHUX 1 3aTOIJICHUX IPYHTIB (Seago et al.,
2005).

[loka3zaHo, 110 BIAMOBIAb POCIMH HA HECTady KUCHIO B1IOYBA€ETHCS LIISAXOM

3arajibHOro ajamnraiiinoro cunjpomy (Bapranersn, 2003). OnHak, 0co0IMBOCTI
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(GYHKI[IOHYBaHHS CHCTeM HecHelu(pIuHOil ajanTaiii Ta iX B3aeMoig 3 MpoLecaMu
crienndiyHol aganTaiii y 3B’S3Ky 31 CTIMKICTIO /IO 3aTOIUICHHS /0 KIHI HE
3’sacoBaHo. CrijJ TaKOk BpaxoBYBATH, L0 3aTOIUICHHS IPYHTY CTBOPIOE TITOKCUYHI
YMOBHU 0e3mocepeHbo JII KOPEHEBOI CHUCTEMHM, TOJI SK HAJBOJIHA YaCTUHA
nediuTy KUCHIO HE BigdyBae. Pasom 3 Tum, Bijomo, 10 cTe0joBa cHUcTeMa 3a
TaKUX YMOB TaKOX 3a3HA€ CYTTEBUX META0OJIYHUX 1 cTpyKTypHUX 3MiH (Kopmaiom
u ap., 2003; Jackson, 2006; Miihlenbock et al., 2007; Hemyxa, 2011; Pires et al.,
2018). ITpote mBuaKa BIMNOBiAL HAJBOJHOI YACTUHHU POCIWH 3aJUIIAETHCI Majo
JOCITIIKEHOIO.

BinnmoBins Ha 3miHeHny rpaBitanilo. EBomromiiiHuii po3BUTOK 3€MHHX
OpraHi3MiB IPOXOJUThH 3a MOCTIHHOT BEIMYMHHU BEKTOPY TpaBiTailii. 3 MOYaTKOM
KOCMIYHHMX MICi#l repes1 610J10raMu IMOCTANI0 MUTaHHS BILIMBY Ha KUTTEIISUTHHICTD
OpraHi3MiB TpaBiTallIfHUX HABAaHTAXKECHb 1 HEBAroMOCTi. B 4HMCIEHHUX KOCMIYHHMX
CKCIIEPUMEHTaX JOBEJCHO, IO B TAaKWX YMOBax pOCIWHHM 3MIaTHI POCTH 1
PO3BUBATHCS, MMPOXOAUTH MOBHUN >KUTTEBUM LUK 1 MPOAYKYBATH MOTOMCTBO 32
IHIIMX HOpManbHUX (i3ionoriynux ymoB (Musgrave et al., 2000; Levinskikh et al.,
2000; Kordyum, 2014). BogHouac OTpMMaHO YHCJICHHI JaHi MPO Pi3HOPIIHI
BIIXWJICHHS B1J] HOPMH, Ha TIJCTaBl 4Oro 3po0JICHO BIAKPUTTS I'paBIuyTIMBOCTI
POCIIMHHUX KJIITHH — SIK CIIEI1ali30BaHUX J0 pelenilii rpapiTamii (CTaTOLMUTH), TaK
1 HecnerianmizoBanux (Kordyum, Guikema, 2001; Kordyum, 2014). Crnpuiiuarrs
IpaBITAlliiHOTO CTUMYJly CTaTOLUTaMH € TE€PBUHHOIO JIAHKOK  IPOIECY
HOPMAJIbHOI ~OpI€HTalli POCTYy POCIMHHOINO OpraHi3My BIJHOCHO BEKTOpa
rpaBiTalii, TOJl SK TPaBIUyTIUBICTh 3a0e3meuye MeTaboJIIuHYy 1 CTPYKTYpHY
CcTaOUILHICTH HECIEI1AT130BaHUX 10 IILOTO KJIIITUH.

s monentoBaHHs e(eKTIB TinmeprpaBiTaiii B HA3eMHHX EKCIEPHUMEHTaxX
BUKOPUCTOBYIOTh HEHTPU(PYTU 3 BEIUKUM paJiycoM; JUIsl YACTKOBOi CHUMYJISIIT
edekTiB MiKporpasitamii — 30HaH, MapaboIivyHi MOIBOTH, BUTbHE TamiHHsA, 2D- 1
3D-kminocraryBanna (Beysens et al., 2011). [Ipu kmiHOCTaTyBaHHI pOCIWHA
no30aBjieHa MOXJIMBOCTI CIpPUKWMATH BIUIMB TIpaBITAlliIfHOrO CTUMYIy 1

OpIEHTYBAaTH BIAMNOBIIHO 0 HBOTO CBii picT (TpaBiTpomizm) 1 GOpMOTBOpEHHS
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(rpaBiMop®i3zm). B edekrti kimiHOCTaTyBaHHS BHAUISIOTH ABa €(PEKTH - eQeKT
«o0epTaHHs» 1 €(EeKT «IOJOKEHHS», OOYMOBJICHHM MPOCTOPOBOIO OPIEHTAIIEIO
o0'exta (Brown et al., 1976).

3a pe3ysbTaTaMu KOCMIYHUX 1 HA36MHHUX €KCIIEPUMEHTIB BU3HAYECHO, 110 MPHU
BIJICYTHOCTI CTUMYJTy TpaBiTallii pO3BUTOK OpPraHi3My BiJI0yBa€TbCs BIAMOBIIHO 10
TeHETUYHO JCTePMIHOBAHOI HporpamMu BHUAY: AudepeHIiamis KITHH, OpraHo- 1
ricToreHe3 B OCHOBHOMY MpoxoasaTh HopMmanbHO (Kordyum, 2014). 3okpema, B
KOpeHl (OpMYIOThCSI KIITHHM KOPEHEBOIO YOXJHMKAa Ta POCTOBUX 30H BJIACHE
KOpEHs, MpOTe amapaT rpaBipelemniiii 3a BIJCYTHOCTI TpaBITAL[IHHOIO CTUMYIY
3IMIIAETHhCS (PYHKIIOHAIBHO HeHaBaHTaxeHUM (Tapacenko, 1985; Volkmann et
al., 1986; Sievers, 2000; Perbal, 2009; Kordyum, 2014; Bbynagsiu, 2015). Ile
IPU3BOJUTH JO Je30pieHTarii pocty 1 MopdonoriyHoi BapiabeabHOCTI OpraHiB
pocinuH. Hanpuknan, pict kopeHsi Lepidium B yMOBaxX KOCMIYHOTO TOJBOTY
BiApi3HABCA BiA 1g-koHTpomo BapiaGenbHICTIO HampsMKy (Antonsen, Johnsson,
1998). SIk B MONBOTHUX, TaK 1 B KJIIHOCTATHHUX EKCIIEPUMEHTAX BIJIMIYA€ThCS
BUKPHBIJICHHSI OC1 KOPIHb-CTE0JI0, 3HUKEHHS alliKaJIbHOTO TOMIHYBaHHS KOPEHs Ta
MOCUJICHE YTBOPCHHS JaTepalbHUX 1 aaBeHTUBHUX KopeHiB (Kordyum, 1997;
Aarrouf et al.,, 1999; Millar et al., 2011). JloBemeHo, 110 BIJACYTHICTb
PEryJIATOPHOIO CUTHAIY TpaBiTallli MOXKE MEBHOIO MIPOIO KOPEryBaTUCS 3aB/SKU
OpieHTyIOUlM poui iHmUX (pakTopis, B mepiry uepry, cBitia (Molas, Kiss, 2009;
Kiss, 2014).

BinHocHO Hecneniagi3oBaHMX [0 TpaBipeuenuii KIITHH 3HalJIeHO, IO B
yMOBax KOCMIYHOTO IOJBOTY Ta CHUMYJIbOBAHOI MiKporpaBiTaiii iX moaur i
mudepenuialnig BiAOyBatoTbCa 0€3 CyTTEBUX NOPYIIECHb, ajle 3 MEBHUMHU 3MiHAMU
CTPYKTYpHOI 1 (YHKIIOHANBHOT oOpraHizamii, SKi 3ajexarb BIJ TPHUBAIOCTI
eKCI03ullii, (ha3u POCTy Ta CTaHy POCIWH 1 0COOJIMBOCTEN AU3aHY €KCIIEPUMEHTY
(Kopmtom T1a iH.,, 1994; Nedukha, 1996; Kordyum, 1997, 2003; Merkys,
Darginaviciene, 1997; Taup6ekon, 2002; Klymchuk et al., 2003; Popova, 2003;
Kochubey et al., 2004; Stutte et al., 2006; Matia et al., 2005, 2010; Kordyum,
2014).
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Ha mnopylieHHs KIITHHHOIO IOMEOCTa3y IMiJ BIUIMBOM 3MIHEHOI rpaBiTauli
BKazye HacTtymHe. Jlo IMBUAKUX peakiiii Ha TrineprpaBiTallifo BiJHOCSTH
3GUIBIICHHST  BHYTpIIIHBOKIITHHHOT KoHmeHTtpamii Ca®’, A®K, axrusarito
okucioBaabHuX MporeciB (bapa6oit, XKaasko, 1992; Medina et al., 2011). 3minu
TE€HHOT eKCIpecii 3a TAKUX YMOB CTOCYIOThCS IIOCHJICHHS KaTaOOJIYHUX MPOIECIB 1
BTOPHUHHOrO0 MeTabonizmy (Martzivanou, Hampp, 2003). LlentpudyryBanus
KyJIbTYpU KIITUH A. thaliana nipu § g TMPU3BOIWIO O 3MiH BMICTY CTPECOBHX
O11K1B, KoMIoOHEHTIB netokcukailii ADK 1 curnaninry (Barjaktovi¢ et al., 2007).
PanHs peakuis Ha MIKpPOrpaBiTalllo, SIK peajbHy, TaK 1 CHUMYJIbOBaHY, TAKOX
noJisira€ B 301IBIIEHHI IIMTO30JIbHOI KOHIIEHTpaIlii Ca2+, H,0, Ta cynepokcun-
panukaniB (bapanenko, 2003; Kordyum, 2003; Hausmann et al., 2014). Busiineno
MIBUKY PEAKII0 aJCHUIATIUKIA3HOT CUCTEMH, sika Oepe ydacth y (popmyBaHHI
cTiikocTi pocnuH (SIBopceka, [paroros, 2005).

AHai3 1aHuX JITepaTypH 1OA0 BINIMBY MIKPOIpaBiTallli Ha TeHHY €KCIPECIO
CBIJTYUTH MPO 3aJICKHICTh €PEKTIB BiJl TpUBAIOCTI ii dakropa. Tak, 3MIHU T€HHOT
eKcripecii B KyJbTypl KITHH Arabidopsis micnst 5 ai06 mikporpasitaiii mijJ yac
KOCMIYHOTO TMOJIbOTY OYJIM 3HAYHO MEHIIMMU, MTOPIBHSHO 3 KOPOTKUMH TIEPioIaMu
MiKporpaBiTaiii (XBUJIMHHU 1 CEKyHJU) B EKCIEpUMEHTaX 13 30HJIOM Ta B
napaboniuaomy monwoti (Fengler et al., 2015). ITicas 26 116 KOCMIYHOTO MOJIBOTY
B POCIIMH SIYMEHIO BUSIBJIICHO CYyTTEBI 3MiHU ekcrpecii 500 reHiB, BKIIOYAaI04Hd reHU
HSP 1 antnokcugantHux depmentiB (Shagimardanova et al., 2010). B kyabTypi
KITUH A. thaliana nicns TpaBITalliiHOrO HaBaHTaXXEHHS MiJ 4Yac 3i1b0Ty 1 12 110
pPOCTY B YMOBAax MOJIbOTY BHU3HAYaJIM aKTHBAI(IIO F€HIB, IO KOAYIOTh KOMIOHEHTH
cucteMm Hecnienudiunoro 3axucty (Paul et al., 2012).

PesynbraT BUBYEHHS 3MiH MPOTEOMY TaKOXK IMOKA3ajdd TMEBHY JWHAMIKY.
3minu y dochopumntoBanHi OUIKiB Bu3Havanu yepes 20 ¢ rineprpasitaiii (1,8 g) 1
yepe3 22 ¢ MIKporpasiTalii mj yac napaOoiyHOro MoJjboTy, IPUYOMY Ii 3MIHU
Oynu cnenudiunnmu 10 ynHHUKIB (Hausmann et al., 2014). KopoTka (10 6 xB) mist
MIKpOIpaBiTallii BUKJIMKaJIa 3MIHM B OUIKOBOMY OOMIHI, $IKI CTOCYBajucCsi B

OCHOBHOMY IMOCT-TpaHCIHALIHHOT Moaudikanii OunkiB (me/docdopuntoBanns) Ta
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Himanii curHanbHux KackamaiB (Hampp et al., 1997). Ilicns 30 xB cuMyinboBaHOi
MIKporpaBiTailii KyJbTypu KITUH A. thaliana cnoctepiraiu KiUTbKICHI 3MIHU
OuikiB — ckaBeHxkepiB A®DK, KOMIOHEHTIB TOJIOBHMX MLUISXIB CHUTHAIIHTY,
TpaHcIAIii, mpoTeonizy, ioHHoro romeocrasy (Barjaktovi¢ et al., 2009). Ilicns
8 roJ1 KJITHOCTATyBaHHs BUSBJICHO 3HA4yHI 3MIHM Yy BMICTI 18 OUIKiB, 7 3 SIKUX €
KOMIIOHEHTaMU CTPECOBOi BIAMOBiAl, 4 — KIHOYOBI (PEPMEHTHU BYIJIEBOJHOTO 1
JimigHOrOo 0OMiHY Ta Merabomnmizmy kiiTuHHOI cTiHku (Wang et al., 2006). B
LIJIOMY, Taki JaHl NOKa3yloTh, IO peaklis MNPOTEOMY IOYUHAETHCS 3 IIOCT-
TpaHCHAIHHUX MoAMpiKalii OUNKIB, 3aMyCKy CHUTHAJbHUX MUIAXIB, aKTUBaIli
cucTteM HecnenuIyHOro 3axucTy, IICIAsS YOro 3MIHM TOPKAalOThCA OLIKIB
OCHOBHOT'O METa00JI13MYy.

Onucani mpouecu — HakonudeHHs A®DK, akTtuBaiis aHTHOKCHIAHTHOTO
3axucTy, 3MiHH KoHIeHTpauii Ca’’, 3MiHM TeHHOI ekcrpecii, GiIKOBOro CHHTE3Y,
MeTa0OJIIYHUX MPOLIECIB, CHHTE3 CTPECOBUX OLIKIB — € 1HAMKATOPAMH MOPYLICHHS
KJIITUHHOTO TOMEOCTa3y 1 akTUBaIlli cucteM 3axucty. Shagimardanova et al. (2010)
PO3IIIAIal0Th aKTUBALIIO €KCIPECii FeHIB CTPECOBUX OUIKIB SIK 3arajbHy CTPECOBY
BIJIMOBI/Ib 1 MOOWTI3AIlI0 OpPTraHi3My, a He AK crenudiudy BIAMOBIAL HA (akTopu
KocMmiuHoro mosboty. Paul et al. (2012) BBaxkaroTh, 10 OCOOJIMBOCTI T'€HHOI
eKCIIpecii PpOCIMHHMX KJIITMH 3a YMOB KOCMIYHOTO IMOJIbOTY CKOpILIe
BiJIOOpa)karoTh JTIOBFOTEPMIHOBY aJalTHBHY BIIANOBiAb, HIXK CTPECOBY PEAKIIIIO.
Pasom 3 TuMm, B jdiTeparypl MOXHa 3HAWUTH 1 KapAUHAIBHO NPOTUIIEKHY TOUKY
3opy. Hanpuknan, y Triticum aestivum micis 21 1o6u pocTy B yMOBaX KOCMIYHOTO
MOJILOTY BIJIMIHHOCTI B TE€HHIH eKcHpecii MOpPIBHSHO 3 HA3€MHUM KOHTPOJIEM
BUSIBUIIMCHh He3HauHuMu (Stutte et al., 2005, 2006). Ha niacraBi 1boro 3po06sieHO
BHUCHOBOK, III0 MIKPOTPABITAIlIS per se HE € CYyTTEBUM CTPECOPOM JIsl POCIIHH.

3arajgoM, pe3yJbTaTH BHUBYEHHS JUHAMIKA CTPYKTYPHO-(QYHKI[IOHAIBHUX
3MiH 1 OCOOJMBOCTEN T'€HHOI €KCIpecli BKa3ylTh Ha T€, L0 POCIMHHU 3]1aTHI
amanrtyBatucs A0 BiacyTtHocTi rpasitamii (Kordyum, 2014). Ilpu npomy aganrariis
3JIIACHIOETHCS 33 MPUHLUAIIOM CaMOPETYJIbOBAHUX CHUCTEM Y Mekax (pi310JI0T14HOI

BinmoBini (Kordyum, 1997). BaxnuBuM € BHCHOBOK PO T€, IO BiJICYTHICTh
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CHOPUUHATTS TPaABITALIHHOTO CTUMYJy BIUIMBAa€ Ha 0a30Bi1 KIITHHHI QYHKII, SIKI
NpsSIMO HE 3ajieXKaTh BiJl TpaBipelenilii 1 3/1e01IbIIOT0 BITHOCATHCS O 3arajJbHUX
cucteMm criiikocTi (Medina, Harranz, 2010; Shagimardanova et al., 2010; Paul et
al., 2012; Kordyum, 2014). 3MiHl B pOCTI Ta PO3BUTKY POCIWH 32 BIUIUBY
MIKpOTpaBiTallii ~ MPOMOHYETbCS  pPO3TJsAgaTH K  OposB  (EHOTUIIYHOI
IUTACTHYHOCTI, IO JIO3BOJISIE iM amanTyBaTUCA JO HE3BUYHOTO CEPEIOBUIINA
(Kordyum, 2014).
OTxe, aHami3 JaHUX JIITEpaTypu MOKa3ye, O pe3yIbTaTH BUBYEHHS €(EKTIB
3MIHEHOI rpaBiTallli y pOCIUH YacTO € HEOAHO3HAYHUMHU, 30KpEeMa, L0 CTOCYEThCS
CTPECOPHOCTI IIMX HE3BUYHUX JJII POCIIMH YMHHHUKIB 1 0COOJIIMBOCTEN X BIUIMBY Ha

CUCTEMH Hecneur(iuHoi CTIMKOCTI Ta IUIACTUYHICTh PO3BUTKY.
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PO3JILI 2

MOJIEKYJIAPHI ITAITEPOHU/ BIJIKM TEIIJIOBOI'O IIOKY (HSP)
AK CUCTEMA KOHTPOJIIO AKOCTI BIJIKA POCJIMHHUX KJIITUH

2.1. KiniTuHHMi poTeocTas

[TpoBinHOIO JIaHKOIO peanizallli reHeTu4Hoi iHpopmalli y GeHoTuri € OUIKH.
Koutpons  sikocti Oinka kiIiTHHE  (OUIKOBUH  romeoctas, MPOTEOCTa3)
MIATPUMYETHCA IUIAXOM PEryJisiii CUHTe3y Oinka, oro Goaauury, Moaudikaii
Ta nerpazgarii. CucreMa KOHTPOJIIO SKOCTI OUTKa € (pyHIaMEHTaIbHOI OCHOBOIO
KUTTE3NATHOCTI KIITHUHU Ta i HOpManbHOTO QyHKIIOHYBaHHS (Saibil, 2013).

QonauHr Olnka mnosgrae y HaOyTTi (QYHKIIOHAJIbHOI a00 HATHUBHOI
KoHpopMaIlli [UIIXOM 3TOPTaHHS TMOJIMENTUIHOTO JIAHIIOra B yHIKAIbHY
TPUBHUMIPHY CTPYKTYPY. 3T1HO 3 KOHIEMIIIE CIIOHTAaHHOT caMoopraHizaiiii Oiika,
cnocid, y AKui BiJOYBAa€TbCsl MOr0 3rOpTAaHHS, BU3HAYAETHCS AMIHOKUCIOTHOIO
nocnioBHicTIO (Anfinsen et al.,, 1961). 3a cy4acHOIO MOJEUII0 €HEPTETUYHHX
MOBEPXOHb, MEPEXia BIJ PO3TOPHYTOTO /10 YHIKAJIBHOTO HATHBHOTO CTaHy OijIKa
BU3HAYAETHCS 3AJICKHICTIO BUIBHOI €HEPrii MaKpOMOJIEKYJIU Bij YCIX KOOpJMHAT,
110 BU3HAYAIOTh CTaH CUCTEMHU — 30KpeMa, Temneparypu, pH, koHIeHTpanii conei
Ta KoHIleHTpalli OuikiB B kiIiTuHI (Miernyk, 1999; Ky3nenosa u np., 2005; Jahn,
Radford, 2005; Typorepor u ap., 2009).

O3Hakol HATUBHOCTI OUIKa € 3/aTHICTh BHKOHYBAaTH MNPUTAMaHHY HOMY
¢ynkito (Typosepos u np., 2009). 3a cTyneneM CTpyKTypOBaHOCTI HATUBHI OLIKH
NOJUIAIOTh Ha 2N00YIAPHI Ta HAMUBHO HEeCMPYKMYPOBAHi, MO YITKO IMOB’S3aHO 3
0COOJIMBOCTSIMH iX (PYHKIIOHYBaHHS 1 YyTJIMBOCTI JI0 3MiH (DAKTOPIB CEpEAOBHILA.
['moOynsapHi OiNKM XapaKkTepHU3yIOThCSI KOMIIAKTHOIO, CTPOTO JAETEPMIHOBAHOIO
CTPYKTYpPOIO, CTiiiKOIO 70 3MiH (akTopiB cepenoBuila. BusHavalbHy poOjb B
YTBOPEHHI TaKoi CTPYKTYpU BIIIIPalOTh CUJIBHI T1aApodoOHI B3aeMOJIl BCepeanH1

MOJICKYJIH Ta S—S-3B’S3KH Mi’K IEBHUMH aMIHOKUCJIIOTHHUMHU 3JIUIIIKAMHU.
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HartuBHO HecTpykTypoBaHi Outku (natively unfolded, Uversky, 2002a, b; iamri
Ha3BU: BHYTPIIIHBO HEBIOpPsAKOBaHi, intrinsically disordered proteins, Dunker et
al., 2005; HaTUBHI YacTKOBO a0O MOBHICTIO HEBIOPsAKOBaHI, TypoBepoB u Ap.,
2009) po3pi3HAIOTBCSA 3a CTYNEHEM BIIOPSAKOBAHOCTI Ta € METAacTaOlTbHUMHU.
OcHoBOW0O iX (YHKI[IOHAJIBHOI aKTHUBHOCTI € KoH(popMalliiiHa JabUIbHICTh
MOJIMENTUAHOTO JIAHIIOTa, sIKa OOyMOBJIEHa HH3BKUM BMICTOM TiIpo(oOHHMX
AMIHOKHCTIOTHHX 3QJIMIIKIB 1 BEIMKUM CyMapHUM (HEKOMIICHCOBAaHUM) 3apsIOM 1
HEOOX1JHA JIJI1 BUKOHAHHS HUMH IIMPOKOrO CIEKTpY (QYHKUINA: B3aeMOli 3
pPI3HMMHM  NApTHEpAMH, INE€pefadl  CUTHAIIB, KOHTPOJI Ta  peryssuli
BHYTpimHbOKIITHHHUX TIporieciB (Uversky et al., 2005). B3aemonist Takux O1IKIB 3
3 mapTHepamu (JiraHjJamH, I1HIIAMH OlIKaMH, HYKJICTHOBUMU KHCJIIOTAMH)
MPU3BOJUTH JI0 3MIHU CTYIIEHS KOMIAKTHOCTI X Mosekyn (Pazos et al., 2013).

Jlo HaTUBHO HECTPYKTYPOBAHUX O1IKIB BITHOCATHCS BY3JIOBI PETYJISATOPH, SKI
3aliMalOTh LIEHTPAJbHY IO3HIII0 B CKJIAJHUX KIITUHHUX IpoLEcax 1 OTpUMAIU
Ha3By «xab» (hub - mepexeuit koHnentparop) (Dunker et al., 2005; Uversky et
al., 2005). 3a omiHKaMH, 10 HATUBHO HECTPYKTYpPOBAHMX BIJHOCUTHCA Maixke
TpeTuHa OUIKIB eyKapioTiB, B ToMy uncii 10 70% OinkiB curnamninry (Pazos et al.,
2013). OckiJIbKM HATUBHO HECTPYKTYpOBaH1 O1IKM 1 0COOJMBO XaOW BIIIrparOTh
KJIFOUOBY POJIb Y PETYJIIOBAHHI PI3HUX CUTHAJIBHUX MPOILECIB Ta iX KOOPAUHYBaHHI,
MIHIMaJIbHI TTOPYIIEHHS! CTPYKTYPH MOXYTh MPU3BOJIUTU JO CYTTEBHX 3MiH B iX
(GyHKLIOHYBaHHI Ta aKTUBHOCTI 3ayexkHux Bij Hux nuisaxiB (Uversky et al., 2005;
Singh et al., 2007).

BBaxkaeTbcst, 1110 €BOJTIONIS OUTKIB MPOXOAMIa TAKMM YHHOM, 11100 BOHH MaJli
BIJIHOCHO HeBenukuil 3amac criikocti (Tartaglia et al, 2007). He3nauni 3miHu
GI3UKO-XIMIYHUX —TMapaMeTpiB  KIITHHH MOXYTh JIecTa0uni3yBaTd  OIIKOBY
CTPYKTYpPY Ta BUKJIMKATH arperaiito OIIKOBUX MOJEKYJ. BaXIuBO BIAMITUTH, 110
Oynp-skuii (hakTOp CEepefOBHUINA TPH 3HAYHOMY BIIXWICHHI Bii ONTHMAIbHHUX
3HaUYC€Hb 1 HAOMKEHHI /O MEX TOJEPAHTHOCTI CTa€ HECHPUSTIUBUM IS
OpraniamMy i mopymrye HOro TromeocTa3. [ OJOBHOI O03HAaKOK MOPYIICHHS

IPOTEOCTAa3y BBAXKAETHCS 301IbIIEHHS KOHLUEHTpAl[lli HCHATUBHUX OUIKIB y KJIITHUHI
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(Ananthan et al., 1986; Zou et al., 1998; Akerfelt et al., 2010; Scharf et al., 2012;
Lamech, Haynes, 2015). Ilopymenus ¢yHKIiOHaIbHOT KOHGOpMaIlii OUIKIB i1
BIUIUBOM JICHATYPYIOUUX areHTiB a00 BHACHIJOK 3MiH aMIHOKHUCJIOTHOI
MOCIITOBHOCTI TPHU3BOJUTH JO BUXOJY Ha TOBEPXHIO MOJEKYJT TiapodoOHHX
JJISTHOK 1 yTBOpEeHHs OlKoBHMX arperatiB (AuiekcannapoB, 1985; Liberek et al.,
2008; Tyedmers et al., 2010; Saibil, 2013). lo neHaTypyO4YnX areHTiB HaJeXaTb
MEPIII 32 BCE MPOTEOTOKCUYHI YNHHUKH, TaKl K BUCOKA TEMIIepaTypa Ta 10Hi3yroua
pazianis, skl NPUBHOCATH HAJIMIIKOBY €HEPril0 B CHCTEMY; BAXKKH METalH, SKI
NPU3BOJSTH JI0 MOPYIIEHHS! S—S-3B’513K1B Ta, BIAMNOBIIHO, TPETUHHOI CTPYKTYpPH; a
TaKOJX 1HII €KOJIOT14H1 (paKTOPH, SIKI MOXKYTh BILIUBATH HA MPOTEOCTA3 MPSAMO YU
onocepeakoBaHo (uepe3 3miHu pH, 30uibmenHs konuentpauii ADK 1 NO,
KUTBKOCTI BIAMPAIbOBAHUX OUIKIB TOIIIO).
3MmiHa TeMmIlepaTypu Bejie 0 3MIHU KIHETMYHOI €Heprii aToMiB 1 aTOMHHUX
yrpymnoBanb. lJis po3puBy NMEBHUX CIA0KUX 3B’SI3KIB y MOJIEKYJ1 OlIKa JOCTaTHBO
baykryamiit Temneparypu y ¢dizionoriuaux mexax (Anekcanaposn, 1985). 3nauna
KoH(popMaliiiHa PyXJIMBICTh HATUBHO HECTPYKTYpPOBaHUX OLIKIB BiJOYyBa€eTbCs y
nianaszoni Temneparyp Bia 3 go 30-50°C. 3okpema, miABUINEHHS TEMIIEpaTypu Y
¢b1310JI0TIYHOMY Jl1alla30HI MOXKE€ BUKJIMKATH OOOPOTHE YTBOPEHHS BTOPHUHHUX
CTPYKTYp, 110, 0€3 CyMHIBY, ICTOTHO BIJIMBATUME Ha B3a€EMOJII0 IUX OLIKIB 3
naptHepamMu. CTymiHb X CTPYKTYPOBAHOCTI 3HAYHO 3MIHIOETHCS Y 3aJIEKHOCTI BiJl
pH Ta xonuenTpauii ionis (Uversky, 2002).
30inpmienHs  koHueHTpauii  A®PK  Moxke  CHOpUYHHATH ~ OKMCHEHHS
MakpomoJiekys, 3okpema OinkiB (Kranner et al., 2010; Bokszczanin,
Fragkostefanakis, 2013). BBaxkaerbcsi, mo Ouiku € ckaBenxepamu 50-75%
peaktuBHuX pagukainis (Davies et al., 1999). AOK moxyTs mopynryBaTi nenTHIHI
3B’SI3KU, OKMCHIOBATH KapOOHUIBHI Ta cyabdrigpwibHi rpynu 1 Fe-S kmactepu.
OxucHena rpyna P-SOH Moxe BITHOBIIOBAaTUCH, TOJII SIK MOJANbIIE il OKUCHEHHS
no cynbdpinoBoi (P-SO,H) Tta cynedonoBoi (P-SOs;H) rpym € He3BopoTHUM
(Kranner et al., 2010). NO, cuHTe3 SIKOTO TaKOX 1HAYKYETHCS 32 HECIIPUATIUBUX

YMOB, MOK€ BUKJIMKATH S-HITpO3WIOBaHHA SH-rpyn aMiHOKMCIOTHUX 3aJIMILKIB.
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[Tepokcunitpur ONOQO’, skuil yTBOproeTbcsi B pesyibTaTi B3aemonii NO 1
CUHTJIETHOTO KHCHIO, MOXE NPHU3BOAUTH JO OKHCHEHHS OUIKIB, HITpYyBaHHS
TUpO3UHY, BUlITOBXyBaHHA Fe 3 Fe—S-0inkiB (Kranner et al., 2010). He3BopoTHi
Moaudikamii OUIKOBUX 3aiMIIKIB y pe3yibrari peakiii 3 ADPK 1 NO mMoxyTh
CIOPUYMHITH OKWUCHY KOHJICHCALII0 3aUIIKIB Tyr 3 yTBOPEHHAM IUTHUPO3HUHY,
HEMPOAYKTUBHUX OUTOK-OUTKOBUX B3aeMOJiN, KopOoHimoBaHHs Lys 1 Arg, 1 B
pe3yibTaTi, 3MiHM YETBEPTUHHOI CTPYKTYpH, BTpaTH (PYHKIIA Ta HAKOMHYCHHS
YIIKOJKEHUX O1IKIB abo ix aerpaaarii (Colville, Kranner, 2010).
HecTpykTypoBaHi, HENpPaBWIBHO CTPYKTYpOBaHI Ta JEHATypoBaHI OUIKH
CXWJIBHI JIO arperartii, Ko ix KOHIEHTpaIlld nepeBuiye nesHy Mexy (340 mr/mi
B Esherichia coli) (Zimmerman, Trach, 1991). Arperaiiiss O11KiB, BUKJIMKaHA
30BHIIIHIMM YUHHUKAMH a00 TEHETHYHHMH TMOPYIICHHSMHU, HECE 3arposy
MPOTEOTOKCUYHUX eeKTiB 1 3arubdesni KTyl 1 opranizmy (Tyedmers et al., 2010).
Han3BuuailHO Ba)KJIMBOKO BJIACTHMBICTIO OUIKIB € Te, IO iX JeHaTypauisd 1
arperaifiss MOXyTb OyTH 00opoTHUMH. OCKUIBKM TEpPBHHHA CTPYKTypa OlIKa
MICTUTh 1H(OpMAaLi0, JOCTATHIO JJs1 BIJHOBJIEHHS CTPYKTYPH BHUIIMX HOPSAJIKIB,
OUIKOBI MOJEKYJIM TICIS JIEHATypamii MOXYTh MiAAaBaTUCh pe(oaauHTy.
Mouekyny, 0 HE MAJSATalOTh BIJIHOBIEHHIO, CIIPSIMOBYIOTHCS Ha MPOTEOJII3 32
yOIKBITUH-TIPOTEOCOMHUM LUIAXOM abo 3a gomomoror mpotea3 (Mathew,

Morimoto, 1998; Tyedmers et al., 2010).

2.2. Hlaneponu / HSP sik cucTeMa KOHTPOJIIO AKOCTI Oijika

3rilHO0 3 KOHUEIMLIEI caMoopraHizamnii OUIKIB 3a y4acTl acUCTEHTIB, Y
3ropTaHHi OUIKa in vivo, sike BiIOyBa€ThCS CIIOHTAHHO HAa OCHOBI BUIHHOI €HEprii
aMIHOKHUCJIOTHUX 3aJIUIIKIB, Oepe ydacTb HaOlp «aCHUCTEHTIB» - IIANEPOHIB 1
(depMeHTIB, OCTaHHI BIANOBIAAIOTH 3a LHUC-TPAHC-130MEPU3AIII0 Ta YTBOPEHHS
mucynbdinanx 3B’s3kiB (Ellis, 1987; Bader, Bardwell, 2002; Schmid, 2002).
Monexkynapui waneponu (najlli «IIaEPOHU») - 1€ OLIKH, SKI HEKOBAJIEHTHO

B3a€EMO/JIIIOTH 3 1HIIMMH OUIKaMU Y HECTPYKTYPOBAaHOMY CTaHi, 1100 JOMOMOITH iM
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B KOPEKTHOMY 30MpaHHI/po30upaHHi Ta 3amo0IirTH HEMPOTyKTUBHUM B3aEMOIISIM 1
arperaiiii, 1 Ipy LbOMY 3QJIMIIAIOTHCS TUMYACOBUM KOMIIOHEHTOM IIUX CTPYKTYP 1
10 KiHueBoro npoaykry He Bxonaath (Ellis, 1987). 3a Buznauennsm J. Rassow et al.
(1997), mramepoHW THUMYAacoOBO 3B’SI3yIOTh 1 CTaOLTI3YIOTh  HECTaOUIbHI
KoH(opMaIlii IHIKUX O1IKIB 1 MUIIXOM KOHTPOJIbOBAHOTO 3B’ I3yBaHHS/BUBLIbHCHHS
OCTaHHIX CHOPUAIOTH MPABWIBHOMY BHOOpY iX monanpmioi Ao0di — (oiauHry,
oprasizamii B OJIrOMEpH, TPAHCIOPTYBAHHIO JO BIAMOBITHOTO CYOKIITUHHOTO
KoMmapTMeHTy uu aerpajaiii. P. Csermely (1997) onucye manepoHu K «po3yMH1
O1JIKOB1 MallIMHU, SIK1 ACUCTYIOTh 1HIIMM Ou1kaMm 1 PHK y HaOyBaHH1 TpuBUMIpHO1
(GYHKITIOHATBHOT CTPYKTYPH.

XapakTepHOI0 OCOOIMBICTIO MOJEKYJ IIANEPOHIB BBAXKAETHCS HASBHICTH B
HUX HATHBHO HECTPYKTYpPOBAaHMX MAUISTHOK. [lpurmyckaerbcs, mo Taki AUISTHKA
noTpiOH1 JJis BIi3HAaBaHHA Ta adiHHOTO 3B’A3yBaHHs JICHATYPOBAHUX CTPYKTYP
1HIMX OLJIKIB Ta MOXKYTh OyTH €JIeMEHTaMU IMepeaadl eHTporii mij yac QonauHry
(Uversky et al., 2005).

3HauHy YacTUHY IIANEpPOHIB CKJIaAaiTh OUIKM TeroBoro moky (heat shock
proteins, HSP) (Ellis et al., 1989; Becker, Craig, 1994), BiaKpuTi SiK NPOAYKTH
IeHIB TEIUIOBOTO IIOKY, €eKCHpecis SKUX aKTUBYETbCS TMPU  M1JBUIIEHHI
temriepatypu (Ritossa, 1962; Tissieres et al., 1974). Li Oinku 3HaNACHI TPAKTUIHO
y BCIX JKMBHX OpPTraHi3MiB, IO CBIIYUTH MPO iX BUHUKHEHHS HA PAHHIX CTaaisX
€BOJIIONIT — II€ 0 PO3XOJKEHHs apxei, Oaktepiit 1 eykapiotiB (Csermely, 1997).
Bomxodac B pociawH y 3B’S3Ky 3 MPUKPIIUICHUM CIIOCOOOM KUTTS 1 MOCTIHHOIO
HEOOXIHICTIO BIJAIMOBIIaTH Ha 3MIHM HABKOJHUIIHBOI'O CEPEJIOBMINA ISl TpyIlia
OUIKIB Ha0yJla 0COOIMBOr0O 3HAYEHHS. 32 PO3MIPOM, TOMOJIOTIEO 1 IANEPOHHUMU
byHKIISIME BUAULIIOTE T1°sTh ocHOBHHX poauH HSP — sHSP, HSP60, HSP70,
HSP90 1 HSP100. Pogunu HSP B pocnuH BiIpi3HAIOTHCS O1IBIIIOK YHCICHHICTIO,
MOPIBHSHO 3 IHIIUMH opraHizMamu. ['enn HSP MaroTh sJIepHy JOKaIi3aIlio, TOIl
K OKpeMi 130popMu GYHKIIOHYIOTH B IIUTO30JI1/SIp1, TIIACTUAX, MITOXOHIPIAX 1
EP. lanepouun HSP60, HSP70, HSP90 1 HSP100 a5t BUKOHAaHHS IIani€pOHHUX

¢ynkmiii BukopuctoBytoTh eHeprito AT®, Toxi sk ¢ynkmionyBanus sHSP Big
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AT® He 3anexkutb. UYJNeHM LUX POJMH XapaKTEePHU3YIOTHCS IU(DEPEHIIITHO0
excrpeciero. ['eHu, TpaHCKpHIIIS SKUX B1IOYBAa€ThbCS HAa BHUCOKOMY DPIBHI 3a
HOPMaJIbHUX YMOB 1 IMOMIPHO aKTHUBY€TbCA, a00 HE AKTHBYETHCS MpPHU CTpEcl,
YMOBHO Ha3MBalOTh KOHCTUTYTUBHMMH (4acTo — heat shock cognate genes, HSC).
['enu, siki, HaBMaKH, 32 HOPMAJIbHUX YMOB HE €KCIIPECYIOThCS, 200 EKCIIPECYIOTHCS
Ha HU3BKOMY PDIBHI, IPOTE€ 3HAYHO AaKTHUBYIOTbCS IIPU CTpeCl, HA3UBAIOTh
1HaynuOensHUMHU. [HIyITMOEeTbHUIT KOMIIOHEHT BiJIIrPa€ BAXJIMBY POJb y 3aXHUCTI
IPOTEOCTa3y 1 BUKMBAHHS KIIITHH 32 BIUIUBY HECNIPUATIMBUX YMHHUKIB (Vierling,
1991; Feder, Hofmann, 1999; Maprymuc, I'yxoBa, 2000; Serensen et al., 2003;
Wang et al., 2004).
3a HOpPMaJbHUX YMOB CHUCTE€MAa IIANEPOHIB 3IIMCHIOE KOTpAHCIALIIHE
miaTpUMaHHs 1 POJAMHT HOBOCHHTE30BAHKUX O1KIB, MPUCKOPIOE Mepexiy OlIKa Bijl
MPOMIKHOTO JI0 HATUBHOTO CTaHY, MIATPUMYE PO3TOPHYTI MOINENTHIHI JIAHITIOTH
miJi 4Yac TPaHCIOPTYBaHHA MDK KIITHHHUMH KOMIApTMEHTaMH, 30MpaHHs
OJIITOMEPIB 1 PEMOCITIOBAHHS OUIKOBUX KOMILJIEKCIB, CIIPSMOBYE JI0 IIPOTEOJII3Y,
3abe3neuytoun npoteoctas kiaituHu (Hendrick, Hartl, 1993; Becker, Craig, 1994;
Maprymuc, I'yxxoa, 2000; Frydman, 2001; Morimoto, 2002; Wang et al., 2004;
Liberek et al., 2008). B riux npornecax 6epyTh y4acTh KOHCTUTYTHUBHI WICHH POJIUH
HSP70, HSP60 1 HSP90 pasom 3 ix ko-manepoHamu. Tak, cucrema HSP70
HEBHOIPKOBO 3B’s13y€ HEBEIUKI T11p0odOOH1 IUISHKHY IMOTIESIITHIHOTO JIAHITIOTa ITi/T
yac abo micis TpaHCHAUli Ta B IHIIMX Ipolecax. BBaxaeTbcs, mo (QOIAUHT
HEBEITMKHUX OUTKIB MOXe 3/1IHCHIOBAaTHCH a00 marneporoM HSP70, abo BinOyBaTucs
CaMOCTIMHO TICJIsl BUBUIBHEHHS BiJl HbOTO, TOJI SIK IS MYJIbTUIOMEHHUX O1JIKiB
notpidHa gonomora HSP60 1 HSP90. Illaneponun HSP60 acuctyrors GoaguHry
O1JIKIB, CHHTE30BaHUX de novo, Ta MICHs X TPAHCHOPTYBAHHS JI0 XJIOPOIUIACTIB 1
MITOXOHPIK, a TakoX y pedonaunry aeHarypopanux OuikiB (Hill, Hemmingsen,
2001; Wang et al., 2004). Ilaneponn HSP90 cnemnudiuno 3B’S3yI0Th OKpeMi
METacTaOUTbHI OUTKM Yy ONHM3bKOMY J0 HAaTUBHOTO a00 HATUBHOMY CTaHi. 3a
otinkamMu, npubau3Ho 10-20% 3aranbHOi KUIBKOCTI OLIKIB €yKapiOTIB MOXYThb

HaOyBaTH HaTWBHOI KoH(opmarii 3a momomororo HSP70, 10-15% OinkiB
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notpedyrots yuacti HSP60 (ommcano ans eybakrepiii, Liberek et al., 2008), 1 go
20% O1inkiB — yyacti HSP90 (onucano nis apixkxis, Zhao et al., 2005).

[Ipn nenatypamii OUIKIB 3a BIUIMBY HECHPUATIMBUX (PAKTOPIB IIANEPOHU
3B'S3yI0Th T1Ipo0OHI IIISHKHA aMiHOKHCIOTHHX ITOCTIOBHOCTEH Ha ITOBEPXHI
OUTKOBUX MOJIEKYJ, MIATPUMYIOTh HEHATHUBHI O1IKM, 3amo0irarouu ix arperarii ta
BUBUIBHSIOYM 13 yTBOPEHHMX arperariB, 1 BHU3HA4YalOTh MOJAJIBILY JIOJIIO
JEHATYpOBaHUX OUIKIB, mimaroun iX pedonauary abo CopsSMOBYIOYHM Ha
nerpanaiito g0 nporeacom (Vierling, 1991; Mathew, Morimoto, 1998; Hohfeld et
al., 2001; Wang et al., 2004; Taipale et al., 2010). 3a Takux yMOB KJIITUHHUHN TTyJ
IIanepoHiB, sIKUM ckianaerbess 3 kKoHctutytuBHUX HSP70, HSP90 1 HSP60,
M1JICUITIOETHCS THAYIIMOCIbHUMU WICHaMU 1uX poauH, a Takox HSP100 1 sHSP.
[Mameporn HSP70, HSP90 1 sHSP 3B’s3yroTh neHaTypoBaHi OUTKH. 30Kpema,
sHSP e mortyxHuM ¢akTopoM 3amoOiraHHs HE3BOPOTHIW arperailii Ta 3HAYHO
HiABUINYIOTh €QEeKTUBHICTh ne3arperanii B moaansiomy (Liberek et al., 2008;
Hilton et al., 2012; Waters, 2013). ComtoOimizariisi arperaTiB i pe@oaauHr OUIKIB
3niicHioeThes maneponamu HSP100 y ckmani GimaneponHoi cuctemu HSP70-
HSP100/ClpB (Lee et al., 2006; Singh, Grover, 2010). SIkuio ymkopKeHHH O1JTOK
BIJIHOBJICHHIO HE TiJyIsITae, BiH CIPSIMOBYEThCS Ha JETpajallifo: B ITUTO30J1 — 3a
JOTIOMOI'OK0 YOIKBITHHY 1 26S-1poTeacoM, B XJOPOIUIACTAX 1 MITOXOHAPIAX — 32
nonomororo HSP100/ClpC i1 mpoteasu ClpP (Mathew, Morimoto, 1998; Liberek et
al., 2008; Tyedmers et al., 2010; Saibil, 2013).

Ha migcrasi toro, mo maneponn HSP70 1 HSP90 npucytHi B KiiTHHAX y
3HAYHUX KITBKOCTAX SIK 32 HOPMAJIbHUX, TaK 1 32 HECTIPUATIUBUX YMOB (TOOTO Ha
BChOMY Jlafa3oHi CTIAKOCTI Opra”iamy), HEOOXiJHI [JIsi SKUTTE3ATHOCTI,
HOPMAJILHOTO POCTY 1 PO3BUTKY POCIHNH, (PYHKIIIOHYIOTh Y TICHIN KOoOIeparii Mix
co0010, a TaKOXX BIAIrParOTh BJIACHI crenudiuyHl poji MPU CTpeci, Il POAUHU

00paHO HaMH JJIs TOCTII>KEHHS.
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[ITanepoun HSP70 € omni€ero 3 HAMOUIBII KOHCEPBATUBHUX O1TKOBUX POJIWH,

NPEICTaBHUKIB SIKOT 3HANWJEHO MpakTUYHO y Bcix opranizMiB (Gupta, Golding,

1993; Boorstein et al., 1994). Haii6inpim BuB4eHOIO € KaHOHIUYHA cuctema HSP70

Escherichia coli, mo cknagaetnes 3 mamnepona DnaK, ko-manepona Dnal 1 GrpE -

dakropa oominy Hykineotuna (nucleotide exchange factor, NEF) (Rassow et al.,

1997; Schumann, 2001). DnaK na ~ 50% ineatununuiit HSP70 eykapiotiB (Wang et

al., 2004). YV Oarateox opranizmiB HSP70 BBaxa€eTbCsi TOJIOBHOIO POAMHOIO

[IAMEPOHIB, $KAa MICTUTh KOHCTUTYTHBHI, KOHCTUTYTHBHI / iHIynHOEIbHI Ta

BUKJIIOYHO 1HIYIIMOeNnbHI wieHu (Serensen et al., 2003).

Tabnuys 2.1
Poxuna HSP70 Arabidopsis thaliana
binox [H111 HA3BH I'en Knitunna Moax. M., x/]a
JIOKaUTi3aris / Pl
[Tinpoannaa DnaK
AtHSP70-1 HSC70-1 AT5G02500 I{uromna3zma 71,36 /5,03
AtHSP70-2 HSC70-2 AT5G02490 I{uromnasma 71,39 /5,03
AtHSP70-3 HSC70-3 AT3G09440 [{uromrazma 71,15/4,97
AtHSP70-4 HSP70 AT3G12580 I{uromnasma 71,10/ 5,14
AtHSP70-5 HSP70b AT1G16030 [{uromrazma 70,92 /5,30
AtHSP70-6 cpHSP70-1 AT4G24280 ITnactuan 76,51/5,07
AtHSP70-7 cpHSP70-2 AT5G49910 IInactunn 77,00/5,17
AtHSP70-8 HSP70t-2 AT2G32120 ITnactuan 60,99 /5,46
AtHSP70-9 mtHSC70-1 AT4G37910 MiTtoxoHpil 73,08 /5,51
AtHSP70-10 | mtHSC70-2, HSC70-5 | AT5G09590 MirtoxoHapii 72,99 /5,63
AtHSP70-11 | BiP-1, AtBP1 AT5G28540 EP 73,63 /5,08
AtHSP70-12 | BiP-2, AtBP2 AT5G42020 EP 73,56 /5,11
AtHSP70-13 | BiP-3 AT1G09080 EP 75,15/4,95
AtHSP70-18 | HSP70t-1 ATI1G56410 IMuTomnasma 68,36/5,22
[Tinponuaa HSP110/SSE
AtHSP70-14 | HSP91 AT1G79930 I{uromnasma 91,75/5,15
AtHSP70-15 AT1G79920 [{uromrazma 91,68 /5,09
AtHSP70-16 AT1G11660 I{uromna3zma 85,22 /5,50
AtHSP70-17 AT4G16660 EP 96,73 /5,86

[Mpumitka. KimituHHA nOKami3aris

Proteom Database» (http://ppdb.tc.cornell.edu).

oinmka 3a (Lin et al.,, 2001); mom M. i PI 3a «Plant

Y pocima pomuna HSP70 mnomimserscs Ha 2 migpoaumHu — DnaK i1

HSP110/SSE Tta Bizipi3HS€TbCS Bl IHIIMX TPy OpPraHi3MiB MHOXKMHHICTIO YJIEHIB.

Hanpuknan, y Spinacia Busnaueno monaiimenme 12 unenis HSP70 (Guy, Li,
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1998), y Physcomitrella patens — 21 (Tang et al., 2016), y Populus — 34 (Yer et
al., 2016), B Oryza sativa — 32 (24 DnaK 1 8 HSP110) (Sarkar et al., 2013). I'enom
A. thaliana mictuts 18 uneniB (14 DnaK 14 HSP110, ta6a. 2.1) (Lin et al., 2001).
Jlo ckiamy poaMHHM BXOASATH 130OpMH 3 JIOKATi3ali€l0 B ITUTOILIA3MI/AIpI,
XJioporiactax, MITOXOHJpisix 1 EP, mpuyoMy KOXHUH KOMIIAPTMEHT MICTUTH
nekuibka 13o0¢opm. Cepen uurtosonbHux HSP70 A. thaliana wHasBHI [1Ba
iHaymoensaux wiean — AtHSP70-4 1 AtHSP70-5.

BaxumBoro BnactuBicTiO reHiB 1muTo30ibHUX HSP70 migponunu DnaK €
BIACYTHICTH (B AtHSP70-5) a0 mana kinbKicTh iHTpoHIB (110 1 B AtHSP70-2, -3, -4
ta 1 abo 2 B AtHSP70-1). OnuH 1HTPOH 3 JBOMa BapiaHTaMU CIUIAMCUHTY
MICTUTbCA TakoX B AtHSP70-8, sikuil koAye OLIOK XJOPOIUIACTIB. ['€HM 1HIIMX

YJICHIB pOJAUHU MICTATH B 4 10 9 intpoHiB (https://apps.araport.org/thalemine).

dyukmionaabHa crpykrypa HSP70. Monekyna HSP70 wmae 1Ba
dbyakmionanpHuX gomMeHn — ATdazuuit momeHn B N-TepMiHAIbHIA YacTHHI
MOJIEKYJIM Ta JOMEH 3B's3yBaHHs cyOctpaty B C-TepMiHaJIbHIA YacTHHI, MIXK
SKUMU 3HAXOJUTHCS 4YyTJIMBa 10 mpoTrea3 JiHkepHa nuisHka (puc. 2.1) (Nollen,

Morimoto, 2002; Kampinga, Craig, 2010; Saibil, 2013).

3B'A3yBaHHsA
TPR-6inkiB
+ EEVD
N C
AT®asHuim gomeH 3B'A3yBaHHsA nentuais

Puc. 2.1. lomenna opranizamiss HSP70: N-tepminanbuiit AT®a3uuii nomen; C-
TEpMiHAJbHIA JIOMEH 3B’S3yBaHHS MENTU[IIB;, CTPUIKOI BKa3aHO YYTJIUBY 0
npotea3 ninsHky, EEVD — caiit 3B’s3yBanns ko-manepoHiB TPR (3a Lin et al.,

2001; Nollen, Morimoto, 2002).
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AT®a3unii nomeH ckimamaetbess 3 ~370a.3. (45k/la) 1 € HaWOLIBII
KOHCEPBATUBHOIO YACTUHOI MOJIEKYIIH, IKUH B A. thaliana mae 1o 95% romororii
y UMTO30JIbHUX YJIeHIB 1 OuIbII HIX 64% - y Ounbiiocti O11kiB opranen (Lin et al.,
2001). lomen 3B'si3yBaHHSA CyOcTpaTy, KUl ckiamaerbes 3 ~210-260 a.3. (25
k/la), € OB BapiaGebHUM 332 aMIHOKUCIOTHUM CKIaJ0M. Y (PYHKI[IOHAIbHOMY
CTaHl BiH MICTHUTb IIUIMHY, SIKa 3aKPUBAETHCS PYXJIUBOIO (L-CITIPATBHOIO KPHUIIKOIO

(Kampinga, Craig, 2010; Saibil, 2013) (puc. 2.2).

A HaTueHwit Ginok @

HeHaTHBHMiA e '7{
Binok .
- /j aa') ",
J-Binok o s

/’: Al®
AT®

u‘.‘ w X
HSP70
NEF

3'BA3yBaHHA lpapodobHuin 3'BA3yBaHHA
Y NiHKepHWIA JOMEH nentuay

P

AT®-3'BA3YI04MIA JOMEH

Mentna-3'Ba3youvin fomeH

Puc. 2.2. (A) Kanoniuna monens ¢yukiionyBanas HSP70 y donaunry Oinka. J-
outok — ko-manepon (HSP40), NEF — ¢akrop nykieotuaHoro ooOminy. (b)
Crpyxkrypa monexymu HSP70 (3a Kampinga, Craig, 2010).
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AKTHUBHICTH IIANIEPOHA 3QJICKUTH BiJl JUHAMIYHOT pOOOTH IIUX JBOX JOMCHIB
Ta iX B3aeMojii 3 Ko-mmanepoHamu, Takumu sk HSP40 (J-Oimok, anamor Dnal
E. coli), 1 xo-pakropamu, Takumu sik NEF, dxi ciyxars peryiastopaMu #Horo
AT®a3Hoi 1 manepoHHOT aKTUBHOCTI.

Acomiariss 1 BUBIJIbHEHHSI TOJINENTH/IIB IIAlIEPOHAMHU PETYJIOETHCS 4Yepe3
B3aemonito Ta rigpomniz AT® (Kampinga, Craig, 2010). AJld-popma monexynu
HSP70 tpumae nenTua-3B’13yt0unid TOMEH 3 BIAKPUTUMU HIUTMHOIO Ta KPUIIKOIO 1
XapaKTEPU3Y€EThCSI BUCOKOK a(iHHICTIO 10 cyOcTpartiB, ToAl sk AT®D-popma mae
3aKpUTHUH MENTUA-3B’SI3yBAIBHUNA JTOMEH, HU3bKY CIOPIAHEHICTh 10 CyOCTpariB 1
BUCOKY IIBHJIKICTb iX OOMIHY. BBa)kaeThCs, 110 IIanepoH 3B'SI3y€ KOPOTKI
rigpogoOHi TNEeNnTUIHI CErMEHTH, TMOAIOHI [0 THUX, IO MICTATBCS B
HOBOCHHTE30BaHUX Mojinentuaaux janiorax (Mayer, Bukau, 2005). Kpim toro,
nokazano, mo HSP70 Takox 3maTHi (PyHKIIOHYBAaTH SIK ITMC-TpaHC-130Mepa3u
nentuaHuX 3B’ s13KiB (Schiene-Fischer et al., 2002).

Xoua unenu miapoand DnaK i HSP110/SSE cTpykTypHO rOMOJIOTIYHI MiX
coboro, ocranHi MeHm auHamiyHi. [Ipunyckaerscsa, mo HSP110/SSE moxyTh
cnyxutu HykiaeotunguuMm oominHukoM (NEF) mms HSP70/DnaK 1 € BaxnuBumMu
JUIs TIpaBWIIbHOTO (onauHry OuIkiB 1uTo3onto (Jungkunz et al.,, 2011; Saibil,
2013).

®ynkuii HSP70. 3a nopmansaux ymoB koHctutyTuBHI HSP70 B koomneparrii
3 Ko-IlIanepoHaMu OepyTh ydacTh y mpouecax Tpancisuii (Nelson et al., 1992),
HiATPUMYIOTh HOBOCHHTE30BaH1 O1IKH, 3a100IratoTh iX HEMPOIyKTUBHIN arperarii
Ta COPUSIOTH MPABUILHOMY (QOJIIUHTY, SIKMI MOKe B11I0yBaTUCS CIIOHTAaHHO a0 3a
nonomoroto iHmux mmanepoHiB (Sheffield et al., 1990; Nelson et al., 1992;
Feldman, Frydman, 2000; Sung et al., 2001a; Kampinga, Craig, 2010). Kpim Toro,
BOHU CYNPOBOJKYIOTh PO3TOPHYTI OUIKOBI JIAHITIOTH TIiJ 4Yac TPAHCIOPTYBaHHS
MK KiaiTuHHUMA KoMmmaptmeHTamu (Sheffield et al., 1990; Brodsky, 1996;
Matouschek et al., 2000; Feldman, Frydman, 2000; Jackson-Constan et al., 2001;
Sung et al.,, 2001a) Ta mix kimiTHHamMu 1o 1asmonecmax (Aoki et al., 2002).

X.Zhang 1 E.Glaser (2002) 3ampomonyBamu wMoxaenb B3aemomii HSP70 3
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NoNepeJHUKaMH OUIKIB MITOXOHAPIM 1 XJIOPOIJIACTIB 3 BHUKOPHUCTAHHSM INEBHHUX
CUTHAJIBHUX TMOCHimoBHOCTEH. 3a ix nmanmmu, 97,0% mnonepeaHUKIB OLIKIB
MITOXOHIPIN 1 82,5% mnonepeaHuKiB OUIKIB XJIOPOIUIACTIB MICTATh CUTHAJIbHUN
NETTH]T 3B’ 3yBaHHS 3 MIANEPOHOM. 3TiAHO 3 €I MOJEUTI0, uTo30JbHI HSP70
3a JOTIOMOTOI0 I1HINKX IIanepoHiB (Hampukiaa, OukiB 14-3-3) miaTpUMYIOThH
CUHTE30BAHMM Yy LWTO30J1 MOJINENTUIHUNA JAHIIOr y CTaHi TOTOBHOCTI J0
imropry. [lpunyckaerscsa, mo HSP70 wMoxe CayXutd «MOTOpOM» s
IPOLUTOBXYBAHHS MOJINENTUAHOTO JIAHIIOra yepe3 MemOpaHny. SIK TUIbKM Takui
JAHIIOT MOTpaIviie 10 Marpukcy abo ctpomu, HSP70 BiAmoBigHO MITOXOHAPI
ab0 XJIOpPOIUIACTIB HMOT0 MNpUMarOTh 1 MIATPUMYIOTH I 4Yac BHUAAJICHHS
CUTHAJIBHOTO MENTUIY MEeNTHAa3010, Micis 4oro BiaOyBaeThcs ¢onauur (Zhang,
Glaser, 2002). Ille oxguiero BaximBorw (ynkiiero HSP70 € ydacte y xoHTpoOIi
Jerpajaaii momkopkeHnx O6uikiB (Sung et al., 2001a; Mayer, Bukau, 2005; Lee et
al., 2009).

[Tix gac ctpecy dynkiuii HSP70 nonsratots, mepi 3a Bce, y 3aXUCTI CTPYKTYP
anepus 1 3ano0iraHHi arperaiii Ta peonaauury aeHarypoBanux OuikiB (Pelham,
1986; Glover, Lindquist, 1998; Goloubinoff et al., 1999; Sung et al., 2001a). Kpim
tToro, crnuibHo 3 marnepoHaMu HSP100 BoHu 3a0e3nedyroTh CoOFOOLTIAIIO 1
BITHOBIIEHHSI CTPYKTypH arperoBanux OunkiB (Mayer, Bukau, 2005; Saibil, 2013).
MornekynspHi MexaHI3MH  3axuCTy KkimithuH maneponamu HSP70 aktuBHO
BHUBYAIOTHCS B PI3HUX CUCTEMaX, MPOTE PO3KPHUTI JIUIIIEC YACTKOBO. YiTKO JOBEICHO,
110 piBEHb ekcnpecii re’iB HSP7( NO3UTUBHO KOPEIIOE 3 PIBHEM TEIUIOCTIMKOCTI
(Lee, Schoffl, 1996; Nollen et al., 1999). Hanekcrpecis IUTO307bHUX YICHIB
NPU3BOAUTH 10 MIJBUILNECHHS CTIMKOCTI KJIITHH, 30KpeMa, 10 BUCOKOi Ta HU3BKOI
TeMIIepaTypH, BUCOKUX KOHIIEHTpaiii coneit 1 mocyxu (Nollen et al., 1999; Sung,
Guy, 2003; Takabe et al., 2008). Bzaemoisa marnepona 3 okpeMuMu hepMeHTaMu
MOCHUIIIOE X cTaOUIbHICTH (Anwar et al., 2002).

AxTuBario reHHoi ekcrpecii Ta HakonuueHHss HSP70 moka3zaHo He TUJIBKY 3a
nii BUcokoi TemnepaTrypu (Hampukiaa, Sung et al., 2001a; Majoul et al., 2004;

Wong et al., 2005; Swindell et al., 2007; I'amOypr u np., 2011; San et al., 2015;
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Liu et al., 2018), ame i au3pkoi Temmneparypu (Guy, Li, 1998; Sung et al., 2001;
Wong et al., 2005; Swindell et al., 2007; Liu et al., 2018), BogHoro aedinuty
(Guy, Li, 1998; Bray, 2002; Wong et al., 2005; ShuiFeng et al., 2012; Jia et al.,
2015; Ye et al., 2015; Tang et al., 2016; Liu et al., 2018), rmu6okoro 3HeBOHCHHS
(Wang et al., 2009), 3aTorenns 1 aHaepo6io3y (Banti et al., 2008; Chen et al.,
2014; Ye et al., 2015), ocmotuanoro tucky (Ireland et al., 2004; Swindell et al.,
2007; Zou et al., 2009), Bucokux kouuenrpamivi comeit (Ireland et al., 2004;
Swindell et al., 2007; Zou et al., 2009; Liu et al., 2018), BHCOKOi iIHTEeHCUBHOCTI
citina (Nam et al., 2003), onpominennst Y ®-B (Swindell et al., 2007), mopaneHHs
(Guy, Li, 1998; Swindell et al., 2007), nii Baxxkux MmetaniB (Neumann et al., 1994;
Ireland et al., 2004) 1 maroreniB (Swindell et al., 2007; Piterkova et al., 2010)
tomo. Ile cBiMUUTH MPO BaXKIMBY pOJIb 1i€1 POJUHU IMIANIEPOHIB Yy 3a0e3neueHH1
3araJIbHOTO PiBHA CTIMKOCTI Ta KPOC-TOJIEPAHTHOCTI OpraHi3MiB.

Pazom 3 HSP90 nuro3onpHi HSP70 HeratuBHO perysirorTh TPaHCKPUIILIMHI
dakropu HSF, sxi KOHTpOIIOIOTH 3HA4YHY YacTUHY cTpecoBoi peakmii (Lee,
Schoffl, 1996; Schoffl et al., 1998; Shi et al., 1998; Zou et al., 1998). € nani, mo
HSP70 6epyTs yuacts y perymsiii konnenrpaiii ADK B kmituni (Li et al., 2018).

3axuIIeHICTh OLTKOBOIO0 KOMITOHEHTa KIITUHHUX KOMIAPTMEHTIB 3aJIeKUTh
BiJl KuibkocTl moisiekyn HSP70 BinmosigHoi nokanizanii. Tak, Hagekcnpecis BiP,
KOHCTUTyTUBHOTO Tomosiora HSP70 B EP, mnom’skmyBana EP-ctpec vy
IPOTOIUIACTAX TIOTIOHY, BUKJIMKAHUNA OOpPOOKOIO 1HTIOITOPOM TJIIKO3HIIFOBAHHS
oinkiB TyHaminuHoM (Leborgne-Castel et al., 1999) i mocumoBana CTIMKICTh 10
nocyxu (Alvim et al.,, 2001). PiBenr ekcmpecii rena, mo koaye HSP70B
(AtHSP70-5) xnopomnactiB, nepeHeceHoro 3 A. thaliana no Chlamydomonas
reinhardtii, O3UTUBHO KOpenroBaB 3 iHTeHCHBHICTIO peaktuBarii OCII micns
dboToinriOyBanHs B octaHHLOTO (Schroda et al., 1999).

Excnpecis koxxHoro wiena ponuan HSP70 mudepeHIiiHO perymoeThes He
TIIBKH B XOJ1 CTpec-peakilii, aje ¥ B OHTOTCHE31, a TaKOXX XapaKTCPHU3YEThCS
neBHoto opranocnenudiunictio (Vierling, 1991; Lin et al., 2001; Sung et al., 2001;

eFP browser: http://bar.utoronto.ca). [Ipo me cCBimuuTh, HANPUKIAJ], aKTHBHA
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excrpecis AtHSP70-1 3a HOpMaJbHHX YMOB Yy KOpEHI, CTeOyl Ta KBITax
A. thaliana, Ta 11 BiACcyTHICT, y cTpyukax (Wu et al., 1994). KoHctutryTuBHi
AtHSP70-14 1 AtHSP70-15 y 3HauHiil KUIBKOCTI CHHTE3YIOThCS B JIUCTKaX, Ha
BUCOKOMY piBHI — y mpoauxax (Jungkunz et al., 2011). 3nHauHe HaKOMUYCHHS
iHaymoensuux HSP70 npurtamanne nepioay GopMyBaHHS 1 103piBaHHS HACIHHA,
o 3a0e3nevye CTIMKICTh KIITHH JO BUCYIIYBaHHS, TOJ1 SIK 1X IIBUIKUN T1IpOIi3
MPOTATOM TPOPOCTAHHS HACIHHS CYMPOBOJKYETHCS TMOCHJICHHSM YYTJIHBOCTI JI0
HecnpusTuBUX YnHHUKIB (Vierling, 1991; Sung et al., 2001).

Posrnsimaerbcst muTaHHsS, YU BUKOHYIOTH okpemi HSP70  ognoro
CYOKJIITUHHOTO KOMIApTMEHTY OCOOJHMBI (YyHKIIIl, Y4 BOHU € HAUIMIIKOBUMH Ta
3a0e3MeuyoTh MEBHUN pIBEHb HAAIMHOCTI CHUCTEMM KOHTPOJIIO SIKOCTI Oinka. 3
OJHOr0 OOKYy, TPHUITYCKAEThCSA, IO CTIMKICTh POCIMHHUX KJIITHH CKOpIIIe
BU3HAYAETHCS 3arajibHUM PIBHEM aKTUBHOCTI 1MTO30JabHUX HSP70, HiXk neBHUM
SKICHUM cKJ1agoM i3o¢opMm. Ha 1e, 30kpema, Bkaszye ToW (DakT, MO MOPYIICHHS
excripecii  kinbkox HSP7(0 3a [OMOMOTOI0 aHTHUCEHC-KOHCTPYKINT 3HA4YHO
3HMKYBajo TepMocTiiikicTb pociud (Lee, Schoffl, 1996), toai sk nedinur 3a
OKpPEMHUMH IHUTO30JLHUMHU 130(h0pMaMu OYEBUIHUX 3MIH y CTPECOBIN peakilii He
BukiukaB (Noél et al., 2007; Lee et al., 2009).

3 1HWOro OOKy, ICHYIOTh JaHl IPO BaXIIMUBICTh IMEBHOTO PIBHA OKPEMHX
HSP70. Hampuknan, nopymensas ekcnpecii AtHSP70-1, mo xoaye OAWH 3
OCHOBHUX  KOHCTUTYTUBHUX  OUIKIB  IIMTO30JII0,  CHOPUYMHSIO  BTpaATy
KUTTE3NATHOCTI POCIUH A. thaliana, 1 pa3oM 3 TUM, HOTO HAJEKCIPECisl TaKOXK
BUKJIMKAJIa 3HUKEHHS )xutte3aatHocti (miuig AtHSP70-1 OE) (Sung, Guy, 2003).

VY 3B’s3ky 3 yuactio HSP70 y BinmoBiai Ha Ji10 CTPECOBUX YMHHUKIB Pi13HOI
OPUPOAM Il IIAMIEPOHU MOXHA PO3IJIAIATH 5K YHIBEPCAIbHUMA TMOKA3HUK CTaHY
opranizMiB. [logiOHEe TOJIOKEHHSI BUCIOBIIOBAIOCS JJISI TBAPUHHUX OO’ €EKTIB Y
poboTax i3 TOKCHKOJOTI Ta MOHITOPUHTY 3a0pyJHEHHsS CEpelOBHUIINA BaXXKUMU
MeTajaMH, MEeCTULUJAMU Ta IHIIUMH MIKiATuBUMH crionykamu (Sanders, 1993;
Werner, Hinton, 1999; Mukhopadhyay et al., 2003; TumodeeB u mp., 2008).

Takoxx HSP70 po3risinaBcs sik 010MapKep CTpecy BOJAHUX pociuH Fucus serratus i
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Lemna minor 3a Aii TeMnepaTypHOr0, COJIbOBOTO, OCMOTUYHOI'O YHHHHUKIB 1
Baxkkux MetamiB (Ireland et al., 2004). Ha 3eneHux BOZOpOCTAX MOKa3aHO, IO
outok xsopomnactiB HSP70B moxe OyTu paHHIM MapKepoOM OKHUCHOTO CTpecy
(FOpuna, 2010). Ilpore METOAMYHMX IMMAXOAIB 1O IIHUPOKOTO BUKOPHCTAHHS

HSP70 six inmukaTopa cTaHy pociauH He po3po0JieHo.

2.2.2. Poqruna HSP90

HSP90 — BrcOkO KOHCEpBaTHBHA POJIMHA, MPEJCTABHUKIB KO 3HANICHO K B
MPOKApIOTIB, TaK 1 €yKapioTiB. Y 0araTOKJIITUHHHX OpPraHi3MiB 3a HOPMaJbHHUX
ymoB Bmict HSP90 cranoButh n0 1-2% poszumnnux OinkiB kimitunu (Lai et al.,
1984; Nollen, Morimoto, 2002). Ha miacrtasi iboro HSP90 BimHOCSTH 10 OLIKIB
ocHoBHOTO MeTabomizmy (“‘housekeeping functions™). Pazom 3 Tum, cunte3 HSP90
B JIAKil Mipi 301IBIIYETHCS 3a BIUIUBY HECHPHUSTIMBUX (PAaKTOPiB. AKTHUBAIlis
excrpecii reriB HSP90 Binmivanack 3a aii Bucokoi (Majoul et al., 2004; Swindell
et al., 2007) i am3bkoi (Bae et al., 2003) remneparypu, Boguoro aedimuty (Bray,
2002; Taylor et al., 2005; ShuiFeng et al., 2012; Ambrosone et al., 2013), Bucokoi
iHTeHcuBHOCTI cBiTia (Nam et al., 2003), YO®-B (Swindell et al., 2007), nediuuty
K" (Kang et al., 2004), mix BrummBoM natorenis (Swindell et al., 2007) Too.

Ponuna HSP90 mae 130¢popmu B 1iuToria3mi/aapi, miacTuaax, MITOXOHIPIAX 1
EP. Tak, B reHoMmi A. thaliana 3HaiineHo 7 4ieHIB: 4 3 HUX JIOKaJII30BaHI B

IIATO30JI1/S/1p1, TI0 OTHOMY — B ITIJIacTUIax, MiToXoHapiax 1 EP (tabm. 2.2).

Tabnuys 2.2
Poxnna HSP90 Arabidopsis thaliana
Binox [Monepenni Ha3eu | ['en Kimituana Mou. M., x/la
JOoKaJTi3amisa™® / PI
AtHSP90-1 HSP81.1 AT5G52640 Hurommma3zma 81,2/4,95
AtHSP90-2 HSP81.2 AT5G56030 [uTormrazma 80,07 /4,95
AtHSP90-3 HSP81.3 AT5G56010 Huromma3zma 80,05 /4,95
AtHSP90-4 HSP81.4 AT5G56000 Iutomnasma 80,14 /4,96
AtHSP90-5 HSP88.1 AT2G04030 [Tnactuan 88,66 /4,93
AtHSP90-6 HSPg9.1 AT3G07770 MiTtoxoHpii 90,57 /5,26
AtHSP90-7 SHEPHERD AT4G24190 EP 94,21/4,94
(SHD)

[Mpumitka. Kmituana nokamizanis 0inka 3a (Krishna, Gloor, 2001); momn. m. 1 PI 3a «Plant
Proteome Database» (http://ppdb.tc.cornell.edu).
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Huto3onpni AtHSP90-2, AtHSP90-3 1 AtHSP90-4 Bucoko romosoriudi (96-
97%), iX cuHTE3 MIATPUMYETHCA B KJIITHHAX HAa BUCOKOMY PiBHI 32 HOPMAaJIbHUX
YMOB 1 MO3e€ nocuitoBarucs npu crpeci. Ctynins ix romosorii 3 AtHSP90-1, sikuii
€ iaynubensuuM, ctranoButh 85-88% (Krishna, Gloor, 2001). ¥V mopiBHsHHI 3
JIpLKIKaMU 1 TBapUHAMHU, SKi1, K TMPaBUI0, MatoTh 1o 1-2 muro3onsHux HSP9O,
HasBHICTh OUIBLIOTO YHCIIa HMUTO30JbHUX 130popMm B A. thaliana Bkazye Ha ix
BKJIMBICTB JUISl POCTUHHKUX KJIITHH.

Cryninp romonorii HSP90 oaHOro KIITHHHOTO KOMMOApTMEHTY Yy pI3HUX
BUJIIB, SIK MPaBUJIO, ICTOTHO BHILE, HDK Yy OUIKIB OJHOrO BHUIY 3 PI3HOIO
BHYTPIITHbOKJIITUHHOIO  JIoKasizamieo. CTymiHb 1AEHTUYHOCTI IIUTO30JBHUX
HSP90 y BuaiB pociauH JIEKUTh B iHTEpBaIl 85-93%; muacTuiHi rOMOJIOTH KUTA 1
A. thaliana ineaTryHi MiX co0oro Ha 76%, miToxoHapiansHi — Ha 64% (Krishna,
Gloor, 2001). Huxuum € piens romodiorii B HSP90 EP pi3Hux BuaiB opradiamis
(~ 50%) (Gupta, 1995). B 4. thaliana rean nuto3zonbuux HSP90 mictars no 2-3
IHTPOHM, TE€HHM IUIACTHIHOTO 1 MiTOXOHApiampHOTO OunKiB — 18-19 (Milioni,
Hatzopoulos, 1997).

urozompri HSP90 € cyTrreBUMHM ISl KUTTE3MATHOCTI Ta CTIMKOCTI
€YKapioTiB, TO1 K 130()OpMH OpraHes MIBUIIE 3a BCE BUKOHYIOTh CIIeIliali3oBaH1
¢ynkmii. IIpo ocranHe, 30Kkpema, cBiguuTh TOoW (akt, mo y Saccharomyces
cerevisiae 1 onHOKIITHHHUX eykapioTiB HSP90 opranen ne Busisieno (Lee, 2001;
Picard, 2002).

®dynkuionanabHa crpykrypa HSP90. binku ponnan HSP90 marote Mo M.
80-90 xk/la 1 3aranbHUN CTPYKTYpHMM TUIaH: BHUCOKO KOHCEpBaTHBHI N-
tepMmiHaibHUN (~200 a.3., ~25 k/la) 1 C-tepminanbauii (~100 a.3., ~12 k/la)
JIOMEHH, MK SKUMU — KOPOTKMH 3apsipDKeHuil 1 cepenHit momenu (~35 klla)
(Buchner, 1999; Pearl, Prodromou, 2000; Krishna, Gloor, 2001; Picard, 2002)
(puc. 2.3). XapakrepHoto pucoro nurozonbHux HSP90 eykapioTiB € meHTanentus
MEEVD na C-kinmi s 38’ si3yBanHs TPR-3anexHUX KO-1I1anepoHiB.

HurozonsHi HSP90 ¢pyHkuionyoTs y GpopMmi gumepy. CyOoauHMII B AUMEPI

OPOTUJIEKHO CHPSAMOBAHI, IX IEpPBMHHA JIUMEpHU3allisl BIIOYBAETHCA LUISIXOM
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B3aeMoJili C-TepMIHAJIIBHOTO JTOMEHY KOKHOI 3 CyOOAMHMIIb 3 CEPEAHIM JOMEHOM
1HIIOI, 3@ paXyHOK YOr0 yTBOPIOETHCS MOJEKYJIsApHUI «3aTtuckay» (Nemoto et al.,

1995) (puc. 2.4).

3B'A3yBaHHSA

TPR-6inkis
3apampKeHuin
noMeH MEEVD
N M C
ATdasa 3B'a3yBaHHA ATO

N-gumepu3aauin lNepBWHHa aumepu3aLis
LLlanepoHHa akTUBHICTb LLlanepoHHa aKTUBHICTb
3B'A3yBaHHSA rengaHamiumnHy, 3B'A3yBaHHA UMCNNATUHY

pagiuikony, HoBobiounHy
Puc. 2.3. Jomenna opranizaiiss HSP90: N — N-tepmiHanpHuii aomMeH, M —
cepeaniii nomex, C — C-repminanbHuii jomeH, MEEVD — caiit 3B’s13yBaHHs KO-

manepoHiB TPR (3a Picard, 2002).

N C
C N

Puc. 2.4. Crpykrypa romoaumepy HSP90: nBi ninsiuku C-TepMiHaIbHOI MOJTOBUHU

(CBITJIO- 1 TEMHO-CIPOTO KOJILOPY) B3aEMOIIOTH OJIHA 3 OJTHOI0; KOPOTKUM CETMEHT

MIXX HUIMU YTBOPIO€E pyXJuBui mapHip (3a Nemoto et a., 1995).

Bupimaneay ponb y ¢ynkmionyBanni HSP90 Bimirpae AT®da3Huii I1uKII.
3B'i3yBanHs  Ta rigponis ATd kepyioTh BIAKpPUBaHHSM 1 3aKpUBaHHSIM
MOJICKYJISIpHOTO «3atruckaday (Prodromou et al., 2000; Richter et al., 2001). Caiir
3B's3yBaHHs AT®O/AI® mictutbes B N-TepMmiHaibHOMY JoMeHi. Ha BinMiHy Bij
1HImMX AT®-3anexHux manepoHis 1 kiHa3, HSP90 38'a3ye AT® aneHo3nHOM BHU3
no nHa, a y-pocharom — 1m0 moBepxHI TAMOOKOI "kuimieHi", yTBopeHOi N-
tepMiHaIbHUM JomeHoM (Pearl, Prodromou, 2000). 3B's3yBannss AT® iHiritoe
KOHTakT MK AT®-3B'si3ytounMu caiitamu JBOX cyOomunuilb numepy (Dutta,

Inouye, 2000). B pe3ynbraTi GOPMYETHCSA TUMYACOBUM BTOPUHHHM N-
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TEpMIHAJIBHUN JUMED, 10 TPU3BOAUTH A0 MOro CKpy4yyBaHHS 1 KOMHIakTu3amii. 3
caiitoM 3B's3yBaHHS AT®O/AJI® B3aemMoAiloTh aHTUOIOTUKHM TeJJIaHAMIIMH,
pamuuukos 1 HoBoOiouMH, Onokyroun ATdazHuil 1UKI, WO JI03BOJISIE
BUKOPUCTOBYBATH iX sik cnerudiuni iHriditopu HSP90 (Prodromou et al., 1997;
Obermann et al., 1998). Cepenniit romen HeoOXigHui 1y Tiaponizy AT® (Pearl,
Prodromou, 2006). 3apsmkennii JOMEH Hajaa€ IIanepoHy BUCOKY adiHHICTH 0
HeHatuBHUX O1KiB (Scheibel et al., 1999) 1 noTpioHui mis pedonauary (Johnson
et al., 2000).
3a maHuUMU JiTepaTypH, IOHAHMEHIIe 1Ba JoMeHu Mosiekynun HSP90 maroTh
IanepoHHy aKTHBHICTh: K N-, Tak 1 C-goMeHHM 37aTHI 3amobiraTu arperartii
O1JIKIB 1 MIATPUMYBATH MEBHI CyOCTpaTH B CTaHl rOTOBHOCTI 10 GonauHry (Young
et al., 1997; Scheibel et al., 1999; Minami et al., 2001). [Ipore Ha TBapuHax i
JIPpLKIHKOBUX KIITHUHAX TMOKazaHo, 1Mo muTo30ibHI HSP90 dyHKIIOHYIOTH Y
Koomepamii 3 I1HIIMMHM [IAlIEPOHAMM, KO-IIANEPOHAMHU 1 PEryJISITOPHUMU
dakTopamu (Buchner, 1999; Pearl, Prodromou, 2000; Young et al., 2001; Picard,
2002). Cucrema HSPO90 xapakTepu3yeTbCsi HAsBHICTIO BEJIMKOTO HabOpy KO-
HIanepoHiB, sIKi perynnotoTh oro AT®a3Hy 1 manepoHHy akKTUBHICTh, BIUIUBAIOTh
Ha B3a€EMOJII0 3 1HIIMMHU (KO-)IIanepoHaMH, aCUCTYIOTh Y BHOOpI Ta yTpUMaHHI
cyOcTpatiB 1 BU3HAYAIOTh OCOONMBOCTI (yHKIIOHyBaHHs. Hampukian, uepe3 Ko-
manieponn FKBP, ski MicTaTh caiftu 3B’s3yBaHHS KaJblliii-3B’I3yBaJIbHOTO O11Ka
KaJIbMOJYJiHY, Ha aKTHBHICTb LTanepoHa Moxe BrmBata Ca®' (Saidi et al., 2011;
PuxganoB u ap., 2014). ¥ pocnus 11eHTU(HIKOBAaHO TOMOJIOTH Ko-1anepoHis Hop,
imyHooduniHiB 1 p23 (Reddy et al., 1998; Krishna, Gloor, 2001; Dwivedi et al.,
2003). AKTHUBHICTh IIallepOHa TAaKOX PETYJIIOETbCS MOCTTPAHCISIIHHUMU
MoaudikamisiMu — (HochOpUITIOBAaHHSM, alETUIIOBAHHAM 1 S-HITPO3WIIOBAaHHSIM
(Picard, 2002; Martinez-Ruiz et al., 2005; Wandinger et al., 2008).
IManeponni ¢yukuii HSP90. ¥V donauH3i HOBOCHHTE30BaHUX OUIKIB Yy
eykapiotiB muto3oiasHi HSP90 koomnepyrorscs 3 HSP70, npuiimaroun Bij HBOTO
OUIOK Ha OCTaHHIX CTaaisIX O03piBaHHS a00 BXe y HATUBHIM KoHpopmamii Ta

CIpUSAIOTh HAOYTTIO MM OinkoM aktuBHOTO craHy (Karagoz, Riidiger, 2015).
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Pa3zoMm 3 TuM, y eykapioTiB QOJAMHT HE € TOJOBHOI (PYHKII€I0 JaHOI POJMHU 32
HOpMaTbHUX YMOB. 3aaTHicTh HSP90 yTBOproBaTu acoriaTé 3 ImeBHUM HaOOpOM
OUIKIB Mpu3Bena A0 pO3yMiHHA CyOCTpaTHOI creru@IYHOCTI UUX HIANepoHIB, IO
OIIBII AETAILHO OMKMCAHO JaTi.

Kpim Toro, B ekcmepuMmeHTax in vitro TokazaHa crnpoMoxHictb HSP90
caMOCTIiitHO 3amobiraty arperariii O17KiB 3 HE3PJIOK a00 MOPYIIEHO CTPYKTYPOIO
(Wiech et al., 1992). Ile mpuBeno g0 ysBICHHS, IO MOPYIIEHHS MPOTEOCTA3y
Mocxe nepemukatu HSP90 Ha 3B'a3yBanHs neHaTypoBanux OuikiB (All et al., 1998;
Zou et al., 1998; Nollen, Morimoto, 2002; Rutherford et al., 2007). /lani manepon
MOXKE CIpsAMOBYBaTH I Oulku Ha pedomauHr ado aerpanamiro (Mathew,
Morimoto, 1998; Hohfeld et al., 2001). 3 inmoro 00Ky, Taka 3MiHa BEKTOPY
aktuBHOCTI HSP90 mocnab:roe Horo KOHTPOJIb HaJl CrieU(pIYHUME CyOCTpaTaMH.

Mexanizmu  aii  mamneponHoro komiiekcy HSP90. 3anponoHoBaHo
OUHAMiuHI  Mozaeni  (QYHKIIOHyBaHHA mIamepoHHOi cuctemu HSP90 y
KoH(popMmaIiiHii perymsmii OuikiB-cyoctpariB (Smith, 1993; Pratt, Toft, 1997;
Mapryiic, I'yxkoBa, 2000; Pratt et al, 2001; Young et al., 2001; Grad, Picard, 2007;
Pratt et al., 2008). HaiiOinpin BUBYEHHI MeXaHI3M HOro (QyHKIIOHYBaHHS 31
CTEPOiTHUM PEUENTOPOM SIK CyOCTpaToM, MpEACTaBIeHO Ha cxemi (puc. 2.5),
CKJIQZICHOT HaMU Ha OCHOBI BUBYEHHS JIAHWX JIITEPATypH, NOKIATHE MTOSCHEHHS 10
sKoi MoxHa 3HaiTu B poboTi (Kozeko, 2010).

[TomiOHMIt HIIAX perysiii 3B'13yBaHHs O1JIKa 3 JIraHAOM MOYKHA MPUITYCTUTH
1 Uil 1HIIMX Jirada-3anexHux cyocrparie HSP90. Ognak € 6e3niy mokasiB TOro,
mo (GyHkiionyBanHs komiuiekcy HSP90 € pi3HOMaHITHUM 1 HE BKJIAJA€ThCA B
0JIHy Mozienb. Horo poss Moxe monsraTd B cTabimizanii HeakTHBHOT KoH(OpMAaItii
Oisika, BUBEJIEHHI Ol7Ka 3 HEAKTMBHOTO CTaHy Ta MEPEBEICHHI B CTAH TOTOBHOCTI
10 (ochopusnoBanHs, a00 y MIATPUMII B aKTUBHOMY (pochopriibOBaHOMY CTaHi

tomio (Sato et al., 2000; Nollen, Morimoto, 2002; Picard, 2002).
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Puc. 2.5. KondopmauiitHa peryndiis TIOKOKopTUKoigHoro penentopa (I'P)
rerepokomMiiekcoM HSP90. I'P y ckmaai mouatkoBoro komruiekcy 3 HSP40 1
HSP70 naGyBae xoHdopmarlii 3 HU3bKOIO a(iHHICTIO 10 TOPMOHY; KomIuiekc ['P-
HSP70 3B's3yetscst 3 HSP90 3a momomoroio ko-mamepony Hop, 1 TP
neperocutbest Ha HSP90; micnsa BuBinbHennss HSP70 1 Hop B3aemoniss HSP90 3
AT® npusBoauts 10 oro N-numepusarii, mo crpusie Ha0yTTio I'P koHpopmanii
3 BHCOKOIO adinHicTIO a0 TrTopmoHy; HSP90 B AT®-3B'a3aHoMy craHi
CTabLTI3y€eThCS KO-IIAariepOHOM P23; Micis B3a€MOJIi 3 TOPMOHOM Komruiekc ['P-
HSP90 tpancnopTyeTrhcsi 10 sigpa 3a JIOMOMOIOK KO-IIarnepoHa IMyHO(DUTIHY;
rigponiz AT® npusBoauth A0 aucoriamii N-gumepy 1 moBepHenHs HSPIO y

novatkoBuii ctaH (Kozeko, 2010).
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Cyo6crpatu HSP90 i 3anexni Bin Hux mpouecu. Jlo cybcrpariB HSP90
BIIHOCATH OLIKM, J03piBaHHs, cTaOumi3amis 1 KoHdopMalliiiHa PeryJssiis sSKUX
noTpeOyrTh yuacTi IanepoHa. MacmTabHuil aHami3 TPOTEOMY 1 TEHOMY
JIpLKMKIB ToKazaB, mo 10 20% OLIKIB MOXYTh MHMPsSMO ab00 OIMOCEPEIKOBAHO
3ayie)katd B cBoemy (QyHkiionyBanHi Bim HSP90 (Zhao et al., 2005; Jarosz,
Lindquist, 2010; Taipale et al., 2010; Prodromou, 2017). ¥V Haii0iabI11 BUBUCHHUX
JIPLKIDKOBUX 1 TBAPUHHUX CUCTEM 3HA4YHY "yacTuHy cyOctpatiB HSP90 cknanarots
OUIKM 3 PI3HUMH LUISIXaMH TPAHCAYKI[li CUTHAJIB, PETyJALil KIITHHHOTO LHUKIY,
TeHHOI eKCIIpecii Ta 1H., y TOMY YKCJi MEBHI pelenTopH, TPAaHCKPHIILIiHI (pakTopH,
nporteinkiHazu, mnpoTeindocdarazu, ricronu, G-Oinku, NO-cuHTa3a, ITUTOXPOM
P450, emirenetnuni daxktopu (Picard, 2002; Zhao et al., 2005; Taipale et al.,
2010). OcobmmBe Miclie B IbOMY psIy 3aiiMaloTh TPaHCKPUMINiHI (akTopu
TEIJIOBOTO IIOKY, 1110 OOTOBOPIOETHCS B 1. 2.6.

Bimx HSP90 Takox 3amexuth crabimi3aiis KOMIIOHEHTIB, 30ipka i
GyHKIIOHYBaHHS PALY CKIAQAHUX OITKOBUX KOMIUIEKCIB, B TOMY 4HCII 26S-
nporeacomu (Imai et al., 2003), aktun-opranizyroyoro 6i1ka N-WASP (Park et al.,
2005), renomepasu (Holt et al., 1999), xineroxopa, MakPHK (snoRNA), komnekcy
RISC (RNA-iduced silencing complex) (Makhnevych, Houry, 2012), cy6oaunuiii
pubocom 40S (Kim et al., 2006), a Takoxx komruiekcy NELF (negative elongation
factor complex), sikuii BiAMOBina€e 3a miATpUMaHHS TpaHckpumiiitHoi may3u PHK-
nonimepasu I (Sawarkar et al., 2012).

Cy6crpatn HSP90 BimHOCSATBCS 1O HATUBHO HECTPYKTYPOBAaHUX OUIKIB —
BUCOKOMOJICKYJISIPHUX MYJIBTHIOMEHHUX O1JIKIB, XapaKTEPHOI OCOOIMBICTIO SIKUX
€ HasABHICTb KOH(MOpPMAIIMHO AMHAMIYHUX JOUISHOK. SIK 3rajyBajioch BHIIE,
CTPYKTYpHa JaOUIbHICTh TaKWX OUIKIB HEOOX1HA /I BAKOHAHHS HUMH IIIUPOKOTO
criekTpy GYHKINA, B3aeMojii 3 PI3HUMH NapTHEpaMH, Mepeaadl CUTHANIB,
perynsanii BHyTpimHbokmiTUHHUX mpoueciB (Uversky et al., 2005). fx npauio,
Taki Ou1ku € koporkoxkuByunmu (Nollen, Morimoto, 2002). Acomiamis 3 HSP90
OpU3BOAUTH 1O 1X craOumi3aiii, 3axucTy BIJI Jerpajgauii Tta HaOyTTA

KOMITETEHTHOCTI JO CIIPUMHATTS CUTHAY LIJISAXOM 3B'A3yBaHHs JiraHay (CTepoiaHi
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ropmonu, AT®, UUKIIHU, TEMHU, Ca2+—KaJ'IBMOI[YJIiH TOIIO) Ta/abo B3aemMomii 3
iHmMu Oinkamu-naptaepamu (Picard, 2002; Taipale et al., 2010).

Crpusitoun 103piBaHHIO Ta 3A1MCHIOIYM KOH(pOpMAIIiHY peryJsisiiio OuIKiB-
kiientiB, HSP90 Oepe ywacth y perynsamii Oe3nmiyl MpOIECIB, TaKUX SK
TPAHCAYKI[iSl CUTHAJIIB, PEMOJICTIOBAHHS XPOMATUHY, TPAHCKPUIIILS, TPAaHCIAII,
BHYTPIIIHbOKJIIITHHHUI TPAaHCIIOPT, MOJ11 KIITUH, METaMOP(03, CTPECOBA peaKLis,
penaparlisi MONIKOXKEHUX MOJIEKYJI, TPOTEOII3, CTapiHHA, IMyHHA BIJIIOBIb TOIIO
(Picard, 2002; Rutherford et al., 2007; Taipale et al., 2010; Prodromou, 2017). B
pe3ynbTarTi, MANepoH CTA€ «PEryJIOBAIBHUKOM Ha MEPEXPECT» HUISAXIB PI3HUX
MPOIIECIB POCTY 1 PO3BUTKY OpraHizmy, abo, sk HOro Ie Ha3uBaKTh, «XaboM
xa01B» (Zabinsky et al., 2018).

Cmucok OinkiB-kmientiB HSP90 y pocnuH Ha [naHuié MOMEHT 3HA4YHO
KOPOTIIUH, OYEBUIHO, BHACTIOK MEHIIUX 3YCHUJIb POCIMHHHUX O10JIOTIB B IIbOMY
HanpsaAMKy. [Ipore, BiH BXKe MICTHTh LUIMH P MeTacTaOlIbHUX OUIKiB, MIO
BiJIirparoTh BaXJIUBY POJIb B KUTTEAISILHOCTI POCIMHHOI KIIITUHY i OpraHismy. Ix
nepenik, CKilaJeHUW HaMM Ha OCHOBI JAHUX JITEpaTypu Ta €JIEKTPOHHOI Oa3u
BioGRID (https://thebiogrid.org/) nHaBemeno B nmomatky A. AwnHamiz Tabmuil
nokasye, mo Oinku-kiaieHTu manepoHiB HSP90 y pociaun 3amisiHi B perynsiii
CTPECOBOI peakIlii, mepexoai MEpPUCTEMAaTHYHUX KIITHH 10 TudepeHIIIOBaHHS,
npouecunry MPHK, emirenetnyHux MexaHi3MaX, BHYTPIIIHbOKIITHHHOMY
TPaHCHOPTI, MOAYJIALII aKTUBHOCTI OUIKIB 1 ()€pPMEHTIB, MPOTEACOMHOIO ILISAXY
nerpanaiii OUIKIB KJIITHHHOTO NMUKIY 1 MUPKaJHUX PUTMIB, OioreHesy MeMOpaH,
MeTaloMi3My TodicaxapuaiB 1 JKHUPHHX KHCJIOT, TOPMOHAJIBHOI peryJsiii,
CHOPUMHATTS Ta mepenadi curHany naroreHiB. IlopymieHHss poGoTu OLIBIIOCTI
OUIKIB-KJIIEHTIB MPU3BOJIUTH 10 3HAYHUX (DEHOTUMIYHUX 3MIH (IUB. TOAATOK A).
OTxe, cTae OYEBMJHHM, IO 3HIWKEHHSA (QyHKIIOHATBHOT akTuBHOCTI HSP90
MOBUHHO TPU3BOJIUTH 0 MOPYIICHHS 3HAYHOTO YWCJIA PETYISTOPHUX MULIXIB 1
BIJIMOBITHUX TPOIIECIB POCTY, PO3BUTKY 1 PE3UCTEHTHOCTI. Po3risiHeMo nekinbka

IPUKJIAIIB.
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[Tanepon AtHSP90-7 (GRP94, SHD), nokanizoBanuit B EP, € HeoOXxinHum
U1 QYHKIIOHYBaHHS PEIENTOPHOTO KOMIUIEKCY 3 KiHa3HO akTuBHICTIO CLV1/
CLV2/CLV3, ne CLVI1/CLV2 — tpancMeMOpaHHI OUIKM 3 MO3aKJIITHHHUMHI
nomeHamu, CLV3 — cexperoBanutii jirann (Ishiguro et al., 2002). bepyun yuacts B
MDKKJTITHHHUX KOMYHIKaIlisIX, KOMIUIEKC BIIIrpae BaXKJIWBY POJIb Y BU3HAYCHHI
IIEHTUYHOCTI MEPUCTEMAaTUYHUX KIITUH afekca credjia 1 BU3HAYEHHI Yacy
uBiTinHg (Miwa et al., 2009; You et al., 2017). Myramii 3a BilIOBIIHUMHU T€HaAMHU
OpU3BOAATE 110 MOpPQOJNOrTYHUX JAePeKTIB cTedna 1 KOpPEHs, PO3POCTaHHS
¢dopanbHOI MEpUCTEMHU 1 MHOKHHHUX MOPYIICHb OYJJOBH KBITOK (30Kpema, 3MiHa
KUIBKOCTI OpTaHiB OKpeMHX 4YacTHH KBIiTKH). [lomiOHI mopyIieHHs crocTepiraiu
TaKOX MpU MyTalii 3a reHoM manepona shd (Ishiguro et al., 2002). Ha romeocTas
CTeOJIOBOT MEPHCTEMH MOXYTh TaKoXX BIUIMBaTH 1UTO301bHI HSP90 (3 KO-
manepoHoM SQN) uepe3 Bzaemonito 3 ARGONAUTE1 (AGO1) (Smith et al.,
2009; Sun, Ito, 2015). Koutpontoroun aktuBHicTb AGO1, HSP90-SQN Oepe
y4acTh B emireHeTu4Hiil peryunsmii mopdorenesy (Earley, Poethig, 2011). Ile
OJIHUM TMPUKIAAOM EMIreHEeTUYHOro MexaHi3my, 3anexHoro Bix HSPI0, e
komruiekc RISC (Smith et al., 2009; Iki et al., 2010).

Otpumano nokasu ydacti HSP90 B TpaHcaykilii TOpMOHaJbHUX CHUTHAIIB
opacunoctepoiniB (bP), aykcuny 1 ’kxacmMoHoBOi kucioTd. Tak, Bij IuarnepoHa
3QJIEKUTh BHYTPIMIHBOKIITUHHA JIOKami3alis 1 akTUBHICTH KiHasuw BIN2 1
TpaHckpunuiinoro ¢akropa BES1 — k/1104OBHMX KOMIIOHEHTIB PEryJsTOPHOIO
muixy BP (Yin et al., 2002; Lachowiec et al., 2012; Samakovli et al., 2014;
Shigeta et al., 2014). Ilopymenns BbP-perymnsamii npusBoguTh A0 CYTTEBUX
(EHOTUIIYHUX 3MIH — KapJIUKOBOCTI POCIHH, 3MIHH (DOPMHU, PO3MIPIB 1 KOIBOPY
JMCTKIB, 3MIHU peakilii Ha yepBoHe cBiTio 1 TempsaBy (Yin et al., 2002; Clouse,
2011). ITokazoBo, mo 3mMiHu GeHOoTUNy, NoAi0H1 A0 3MIH Yy MyTaHTIB bin2 1 besl,
3yCTpidyamucs y pociauH, ACHINUTHUX 3a OKpeMuMH IuTo30ibHUMH HSPI0
(Samakovli et al., 2007, 2014; Sangster et al., 2007) Ta npu iHriOyBaHHI IanepoHa

3a nonomororo antubioTukiB (Queitsch et al., 2002).
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HemogaBHo oTpumaHi pe3yibTaTH JOCHIIKEHb 3aJIEKHUX Bl AyKCUHY
nporeciB nokazanu, mo HSP90-SGT1 crabinizye ko-peuentop aykcuny TIR1
(Wang et al.,, 2016; Watanabe et al., 2016, 2017). PenentopHuii KoMIuiekc
TIR1/AFB2 micns 3B'si3yBaHHS TOPMOHY 3allyCKae pyHHYBaHHS PENpecopiB
TpaHCKpUMIli ayKcuH-3aJie)KHMX TeHiB  Aux/IAA. IuribyBanHs mianepoHa
3anobirae saepHiil jokamizauii TIR1, npusBoauts n0 #Horo nerpazamii 1
NOpyIIeHHS pocToBOi BiAmoBiml. [TogiOHMIT MexaHI3M 3a ydacTiO HIAepOHHOTO
xkomiiekcy HSP70-HSP90-SGT1b nepenbavaerbes 1 11s penientopa kKacMOHOBO1
kucnotu COIl (Zhang et al., 2015).

Big HSP90 3anexartp 30ipka 1 akKTHUBHICTh JIECSIKUX KOMIIOHEHTIB yOIKBITHH-
nporeacoMHoro nuisixy nporeonidy (Imai et al., 2003; Kim et al., 2011, 2014).
Bigomo, mio yOIKBITHH 3ailydeHUd A0 OaraThboX IIPOIECiB MeTaboi3my,
TPaHCJIALIT, BHYTPIITHOKIITUHHOTO TPAHCIIOPTY, NIepeadi CUTHAIIB, CTPECOBOI Ta
iMyHHOI BinmoBigei. Hampuxman, myrtamnii mo reHax yOIKBITHH-IIPOTEACOMHOTO
MexaHi3Mmy B A. thaliana 610Ky0Th PO3BUTOK, IUPKAIHI pUTMHU, (hoToMOpdoreHes,
dbopanbHUI TOMEO03ic, TOpMOHabHI peakiii Ta crapinas (Craig et al, 2009).

Jlo cyoctpatiB HSP90 BimHOcaThCs 1 Oimku 14-3-3, sKi BBaXKalOThCS HOBUM
TUTIOM IIAMEPOHIB 1 TAKOX 3aJisHI Y MOJCIIIOBaHHI PI3HMX CUTHAJIBHHUX MUIAXIB
(Wang et al., 2004). B3aemogist 3 TakuMu OUTKaMHU MOXE 3HAYHO PO3IIMPIOBATH

CHEKTp TIpolieciB, 3anexxuux Big HSP9O.

2.3. HSP y BignoBiai pocMHHMX KJIITUH HA 30BHILIHI YMHHUKH

Temmneparypa. binku Teruosoro moky HSP BiakpuTi, ik 3ragyBajioch BUILE,
B pe3y/ibTaTl BUBUEHHS BIAMOBiNI TBApUHHHUX KIITHUH HAa BHUCOKY TEMIIEPATypy
(peakuis TeroBoro moky) (Ritossa, 1962; Tissieres et al.,, 1974). 3 tux mip
peaKilisi KIITUH PI3HUX OPTraHi3MiB, BKIIOYAIOUH POCIMHU, HA BUCOKY TEMIIEPATYPY
CTajla OCHOBHOIO MOJIEIUII0 y BHUBYEHHI 3aKOHOMIPHOCTEH (DYHKIIIOHYBaHHS
cuctemu 1manepoHis/HSP. Po3mupeHHs Takux [IOCHII)KEHb Ha BeCh Jlala3oH

TEMIIEpaTyp Yy MeXaxX BHUTPUBAJIOCTI OpPraHi3My BHUSBHJIO 3aKOHOMIPHOCTI
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(yHKLIOHYBaHHS ILANEPOHIB SIK Y 30HI HOPMaJIbHUX (OJU3BKUX IO ONTHUMYMY)
TeMIiepaTyp, TaKk 1 3a 3HAYHMX BIIXWIEHb B 00HABa OOKM TeMIepaTypHOIro
Jiarna3oHy, 10 BHUKJIMKAE cTpec 1 mnorpeldye amantamii. I[li  mocmimxeHHs
PO3MIUPUIIN YSBIEHHS OO0 MPSMOTO BIUIMBY TEMIIEpaTypy Ha (PYHKI[IOHATbHHMA
cTaH OUIKIB, a TaKOX JOBEJH (PyHIaMEHTaJIbHY POJb CHCTEMH IIANEPOHIB Y
3a0e31eueHH1 01JIKOBOIO TOMEOCTa3y.

Ax BigMivajgoch BHINE, BIAMOBIAL KIITHH Ha BHCOKI TEMIIEpaTypH, sKi
CIIPUYUHSIOTH JIEHATYpallio OUIKIB, OJJHOYACHO BKJIFOYAE PENPECito 0araTbox reHiB
HOpPMAaJbHOTO MeTaloIi3My, HE CYyTTE€BUX ISl BIDKMBAHHS KJIITHHH, 1 aKTHBAIIIO
TE€HHOI MPOTrpaMH CTPECOBOI BIJMOBiAI, BaXJIUBY YaCTUHY SKOi ckiamaroTb HSP
(Lindquist, 1986; Vierling, 1991; Schoffl et al., 1998; Lamech, Haynes, 2015).
3amyck 11i€l peakiiii BigOyBaeThCs Py 301IbIIICHH] KOHIIEHTpPAIli IEHATypPOBAHUX 1
HETMPaBWIBHO CTPYKTYPOBAaHUX OUIKIB y ITUTO30J1 Ta SAP1 BHUIIE NMEBHOTO MOPOTY
(Ananthan et al., 1986; Zou et al., 1998; Akerfelt et al., 2010; Scharf et al., 2012;
Lamech, Haynes, 2015). Biamiuaerbcs, mo mopir iHAYKIIi MUX TEHIB Y PI3HHUX
BU/JIIB € pi3HUM. Tak, y TepMO(DIbHUX BUJIIB TBAPUH LIEW PIBEHb BUILIE MOPIBHSIHO 3
BUJIaMU, aalITOBAaHUMHU J10 ToMipHuX Temmepatyp (Evgen’ev et al., 2007).

BaxxnuBuMu prucaMu CTpecOBOI peakilli € MIBUAKA aKTHBAIIA 10 PIBHS, KU
TOYHO BI/INOBI/Ia€ CTYIEHIO YIIKOJKEHb, il TAMYACOBUI XapakTep Ta 3AaTHICTb J0
aBTOperysiii, 30kpema, npu 3asepieHHi (Lamech, Haynes, 2015). BaxmmBoro
nepeayMOBOIO IIBUJIKOT aKTUBAllll reHiB uuTo3o0iapHux HSP mig wac ctpecy € mana
KUIBKICTh a00 BIJICYTHICTh IHTPOHIB. Taka OCOOJMBICTH CTPYKTYpH LUX T€HIB
3abe3reuye MiHIMAJIbHUN KOHTPOJIb 1X €KCIpecii MEXaHI3MOM CIIAaHCUHTY, KU €
OJIHMM 3 HalOUIbLI TPUBAJIMX E€TaIlIB €KCIpecii T'eHiB, a CUCTeMa CIUIAWCUHTY —
OJIHI€I0 3 HallypaznuBimux OUTKOBUX cucteM (Yost et al., 1990).

CrpecoBa iHaykiisa pizaux HSP perymoerbes audepeniiitao (DeRocher,
Vierling, 1995; Sung et al., 2001). Ctyninp 1HAYKIIT UUX T€HIB BU3HAYAETHCH, 3
0JIHOTO OOKY, pIBHEM iX KOHCTUTYTUBHOTO CUHTE3Y, 3 1HIIOT0, TEMIIaMH aKTHBAIli
npu crpeci. TumMyacoBuil XapakTep peakuii TEMJIOBOrO MIOKY IMOJISATa€e B TOMY, 110

HaBITh SIKIIO KJIITUHU 3aJIUIIAIOTHCA MPU BUCOKIM TemmepaTypi TpUBaJIMl 4ac,
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aktuBalis cunresy HSP 3MiHio€TbCcs Ha #oro mociaGieHHS A0 pIBHA, TPOXHU
BUIIOTO 3a Tmo4aTkoBui (Schumann, 2001). 3ampomoHOBaHO KOHIIEMIIIIO,
BIIMOBIAHO J10 SIKOi cTpecoBi reHu, 3okpemMa HSP, ekcnpecyroTbest nuiie Ha
MoYaTKy cTpec-peakiii (cranais akmimariii) (Senthil-Kumar et al., 2007).

CunTte3 nonmatkoBoi KigbkocTi HSP B pesynbrari peakiii TEIIOBOro IIOKY
3a0e3neuye BHKMBAHHS KIIITUH 332 NOTEHLINHO JETAIBHUX TEMIEPATYp, B TOM yac
AK 3a MEXKaMU TEMIIEpaTypHOTrO [lala3oHy iX CHHTE3 HE BiJI0yBa€eThCA.
Temneparypa, mnpu skiid ekcnpecis iHayuuOensHux HSP  makcumanbHa, €
HaOUTbII e(heKTUBHOIO AJIS 1HIYKIIT TerocTikocTl. Tak, s A. thaliana Takoio
temmneparypoto € 37°C (KmoeBa, CamoxBasioB, 1990). Excrio3uiiisi pociviH 1[bOTO
Buny npu 37°C Buknukana aktuBHud cunte3 HSP70, HSP101 1 HSP17.6 1
nocuiIoBaa BkrMBaHicTh KiiTuH rpu S0°C. Tlpore, miaBUIIIEHHS TEMIIEpaTypH 10
39°C npurHiuyBajgo CMHTE3 IMX OLIKIB Ta 1HAYKIIO TeriocTiikocTi (PuxBanoB u
ap., 2014). Pazom 3 TUM cHiJl BIAMITUTH, 0 XO4Ya TEIUJIOCTIMKICTh € O3HAKOIO
KUIBKICHOIO (TOOTO KOHTPOJIIOETHCS JIOKyCaMH KUIbKICHUX o3HaK, QTLs)
(Ottaviano et al., 1991), nmopyuieHHst ekcrpecii HaBiTh OJHOrO reHa HSP Moxe
MPU3BECTH JI0 CYTTEBUX 3MiH ii piBHs. Tak, HOKayT-MyTaiis 3a 1HAYIHOETEHUM
hspl01 B A. thaliana (Hong, Vierling, 2000, 2001) 1 Zea mays (Nieto-Sotelo et al.,
2002) BukiKKaga nociaadIeHHs TEMIOCTIHKOCTI.

BaxnuBo Bimmituth, mo HSP Takoxx OGepyTh y4acTh y peakiii pOCIMHHUX
KIITHH Ha HU3BbKY TEeMIeparypy, NpH I[bOMY XapakTep iX CHHTE3y 3HA4YHO
BIJIPI3HSIETHCS BIJ pEakIiii TeraoBoro mokKy. Tak, audepeHIiiiHa aKTHBAIliS
excrpecii HSP70 npotsarom 48 rox npu 4°C Bu3HaueHa B A. thaliana (Sung et al.,
2001). B A. thaliana 1 Thellungiella salsuginea excno3uuis npu 4°C npusBoauiia
no nakormuenuss HSP70, HSP60, HSP101, mo cympoBo1KyBanoch migBUIIICHHSIM
ix xonogoctiikocti (Gao et al., 2009; 'amOypr u ap., 2014). BBenenns B reHOM
A. thaliana trena ThHSC70 3 T. salsuginea, sixuii Komaye OUIOK, CXOXHH Ha
AtHSP70-1, Takox MOCHIIOBAIO CTIMKICTh JO HU3bKUX TemmepaTyp (Zhang et al.,
2004). Ilokazana yuyactb HSP y 3abe3rneueHHi CTIMKOCTI POCIMHHUX KJITHH O

3amopo3kiB (I'amOypr u 1p., 2014).
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PisHumro B peakuli KIITHH Ha BUCOKY 1 HHU3bKY TEMIEpPATypy
MPOJIEMOHCTPOBaHO Ha mpukial exkcrnpecii 10 renie HSP70 mmwunaty (L1 et al.,
1999). IIpu 37°C inaykuisa BCix TeHiB BiaOyBajack NpoTsAroM 1-oi rof, micist 4oro
IHTEHCUBHICTh TPAHCKPHUIIII] MOYMHAJIA 3HIKYBATHUCH 1 JocArana JOCTPECOBOTO
piBHs uepe3 4 roxa. Peakmis Ha xomox (5°C) Oyiia MEHII OJHO3HAYHOO: JIMIIE
OKpeMI1 T'€HH aKTUBYBAJIUCh NPOTArom 48-168 ro.

Boaumii  gedimur. Ockineku HSP  3gatHi  mpotumistu  arperarii
JIEHAaTYpOBaHUX OIIKIB Ta BIJHOBIIOBATH 1X (PYHKI[IOHAIbHY CTPYKTYypy HpHU
perimparariii, iX BBa)KalOTh BAXKJIWBUM KOMIIOHCHTOM 3aXHCTy MPOTEOMY TpHU
HU3BKOMY BMicTi Boau B kiituHI (Shinozaki, Yamaguchi-Shinozaki, 2007; Jacob
et al., 2017). CipoMOXKHICTh IIANEPOHIB 3al00IraTH J1e3aKTUBALll (EepMEHTIB 3a
JIEHATYpPYIOYUX yMOB TposieMoHcTpoBana in vitro (Liu et al. 2017). [Ipo 3nauenus
HSP nns cTifikocTi pOCIMHHUX KIITHH JI0 3HEBOJHECHHS MOXE CBITUUTH IX
HAKOIIMYEHHSI B 3apOJIKYy HACIHHS Ta NMUJIKY B NEpioJ A03piBaHHA. BigMivaeTscs
mudepeniiina yuacts okpemux HSP B nux mporecax (Sung et al., 2001; Prasinos
et al., 2005).

[TokazaHo, 1O CTIMKICTH POCHHH 10 BOAHOTO AC(IIUTY IMiJBUILYETHCS B
pesyabrari Hagekcnpecii HSP (Alvim et al., 2001; Sung, Guy, 2003; Sato,
Yokoya, 2008; Cazalé et al., 2009). 3okpema, Hagekcmpecis HSP7(0 npu3sBoauna
JI0 TIOCWJICHHSI TOCYXOCTIMKOCTI TpH TiepeHeceHHl rena 3 Chrysenthemum n0
A. thaliana (Song et al., 2014) 1 3 Erianthus arundinaceus no Saccharum
(Augustine et al., 2015a). B Nicotiana tabacum wanmipna ekcmpecis BiP, 1o
koaye HSP70 EP, mocuntoBaia CTIMKICTh 10 TTOCYXH Ta TyYHaMIIIUHY — 1HT101TOPY
[IIKO3WJIIOBAHHS, SIKMM 1HAYKY€ HaKONMMYEHHs JeHaTypoBaHux OuikiB B EP, mio
TaKoX Bi0yBaeThCs npu nocyci (Alvim et al., 2001).

AxtuBaris cuate’y HSP 3a BBy BogHOro nedinuTy IMoka3aHa y BHJIB 3
pI3HOK MocyXocTidKicTio. Tak, NABUIIEHWMI BMICT KOHCTHTYTMBHOIO Ta
iaynmubensanoro HSP70 nmerextryBanu B nmuctkax 31aky Cynodon dactylon micns
JNBOTH>KHEBOro BucuxaHHs IpyHty (Ye et al.,, 2015). Hakonuuenns HSP70 3a

NOCYLUIMBUX YMOB BHABISUIA Yy MOBITPSIHO-BOAHOrO BUAy Alternanthera
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philoxerides (Jia et al., 2015). AxtuBamito cuaresy HSP70 mwmrozomo i EP
BU3Hauanu y Physcomitrella patens tipu rimbokomy 3HeBojgHeHHI (Wang et al.,
2009). Onnak, aig BUsABIEHHS 3B’ 13Ky (yHKiioHyBaHHs HSP 3 mocyxocTiiikicTio
y BHUIB PI3HOI €KOJIOTii MOTpiOHE iX IMOPIBHSUIBHE JOCTIHDKEHHS 32 OJHAKOBHX
EKCIIEpUMEHTATBLHUX YMOB.

Jlis MonemnioBaHHS TOCTPOrO BOJHOTO Je(IIHUTYy YacTO BUKOPHCTOBYIOTH
BUCOKOOCMOTHYHI PO3YMHU. BTiM, OTpHMaH1 TakKUM ILISXOM PE3yJbTaTH TaKOK
MaloTh CYTTEBI PO301KHOCTI y PI3HMX €KclepuMeHTax. Tak, BOAHUN AediuuT,
CTBOpPEHUN 3a A0MOMOrorw po3unHy mnomietwieHrnikonto (IIET), BukinukaB y
MPOPOCTKIB PUCY aKTHUBAIlII0 TEHHOI eKcmpecii mpeacTaBHUKIB ycix poaud HSP.
[Ipu nupoMy akTuBallis ekcrpecii BigoyBanack yepes 24 roxa aii paxropy (ShuiFeng
et al., 2012). Ilpore B Kynbrypi KmiTHUH Solanum tuberosum iugykiito HSP90
(HSP83) nerextyBanu Bxke uepes 15 xB iHky0Oartii 3 ITEI" (Ambrosone et al., 2013).
Psn aBTOpIB BIIMIYAIOTh 3HAYHY PIZHUII0 B TEHHIA EKCIpecii MK pPEaKLI€ero
POCIMHHUX KIITHH Ha TOCTPUH BOJHHMH AehIIUT 1 aJanTaIii€lo J0 TPUBAJIOTO
BogHoro nediuuty (Shinozaki, Yamaguchi-Shinozaki, 2007; BoOpoBHuULIbKHIA,
2011, 2012).

[Tokazano audepeHuiHUNA XapakTep ekcopecii okpemux HSP 3a
NOCYLUIMBUX YMOB, BIAMIHHUM BiJ peakuii TerioBoro moky. Hanpuknazn, y
Nicotiana tabacum nsa HSP7(), mo 1HIyKyBaJIUCh 3a TEIJIOBOTO IIOKY, Ha MOCYXY
pearyBainu no-piznomy: NtHSP70-1 BiAnoBiaB Ha BUCUXaHHS CyOCTpaTy 3HAYHOIO
aKTUBALIIEI0 TPAHCKPUIILIi, TOAl SIK piBeHb ekcrpecii NtHSP70-3 He 3MIHIOBaBCS
(Cho, Hong, 2004). Iludepenuiitna excrpecis tprox HSP70 1 tppox HSPI0 y
BiIMOB1Ib Ha 00poOKy I1EI" Bu3Hauena y puci (Zou et al., 2009). Iunykuis HSP90
B KyJIbTypl KiiTuH S. tuberosum BinOyBanach npu inkyOamii B 5% IIEL, Tomi sk
maykuis HSP20.2 — mume B 20% IIEI" (Ambrosone et al., 2013). Ilpore,
BIJIOMOCTI PO OCOOJMBOCTI peakuii OKpeMHX 130)OpM Ha 3HEBOJAHEHHS KJITHUH
3QJIMIIAIOTHCST OOMEKEHUMHM, 3HAYEHHS YOTO0 TOCHIIIOETHCS 3 OTJISIY Ha BEIUKY
KUIbKICTh wieHiB poauH HSP y pocnun. YV A. thaliana ananiz TpaHCKpUITIB yepe3

6-7 110 micisl NPUIMHEHHS MOJIMBY BUSBHUB 3Ha4HY (B 4 pa3u 1 OUIbIIE) aKTUBALIIIO
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reHHoi ekcnpecii psgy HSP, B mnepmry uepry, AtHSP70-4 — rosoBHOrO
iHaymoensanoro HSP70 npu temnoBomy miomi (Rizhsky et al., 2004). Pazom 3
TUM, NIPO XapakTep reHHoi ekcnpecii iHaynuodensuux AtHSP70-5 1 AtHSP90-1 ne
noBigomiisiocs. [IutanHsa iXHBOI ydacTi B ajganTailii 10 MOCYIIJTUBUX YMOB, fK 1
y4acTi KOHCTUTYTUBHUX HSP, 1m0 He mokaszanu 3HayHOI akTHBAIlli, 3JIMIIAETHCS
BIJIKPUTHUM.

3aTtomyenHsi. AktuBamito cuHTtedy HSP mnpu amaepo6iosi Bmepire Oyiio
BU3HAYEHO Yy KYKYpYI3H, XO04a TOJI M1 OUIKM ONHCYBAJIUCh SIK «aHAepoOHI
noJinenTHaAn, (GOpMaTbHO CXO0K1 Ha OLTKM TEIIOBOTO HIOKY TBapuH» (Sachs et al.,
1980). 3 tux mip yuactb HSP y 3axucTi KIITHH BijJi HeCTadl KUCHIO MMOKa3aHa y
pi3HMX BUIIB pociivH. Tak, iHaykuito ekcnpecii reHiB HSP, 3okpema, Benukoi
rpynu sHSP, micist 6 ron aHokcii Bu3Hauanu B mpopoctkax A. thaliana. Kpim Toro,
CTIWKICTh TMPOPOCTKIB JO aHOKCIi IMOCHIIIOBajlach B PeE3ysbTaTl IMOINEPEIHbOI
00poOKM CyOJieTAIbHOIO TeMIepaTyporo, sika iHaykye HSP (sBume kpoc-
tosnepantHocTi) (Loreti et al., 2005). B iumiit po6oTi Ha npopocTtkax A. thaliana
npoTAroM 6 roj aHOKCIi MOKa3aHa aKTUBALS €KcHpecii TeHiB OUIKIB LUTO30I0
(AtHSP17.4-CIII), mnactun (AtHSP70-8 1 AtHSP25.3-P) ta EP (AtHSP22-ER).
[Ipu iboMy KiHETHKa 1X €KCIpecii AeII0 BIAPI3HAIACH BiJl KIHETUKH aKTUBAIlll reHa
dbepmenty anaepobOnoi amantarii AJII' (Banti et al., 2008). BigmigaeTncs, 1mo
aHaepoOHa 1HAyKIisE HSP 3HaYHO TIOCWIIOETHCS B TMPUCYTHOCTI E€K30TE€HHOI
caxapo3s, sika, UMOBIPHO, MOKe OyTH JKEPEJIOM J0JIaTKOBOT €HEPrii JJIsi CUHTE3Y
ctpecoBux OunkiB (Loreti et al., 2005; Banti et al., 2008). locmimxeHHs mpoTeOMy
JMCTKIB KYKYpPYA3U BUSBWIO MOCTYIIOBY aKkTHBalilo ekcrpecii HSP7(0 npoTsirom
4 n16 3aromnenns (Chen et al., 2014).

B psini poOiT migKpecaoeThCs pI3HUIL Y PIBHI aHAepOOHOT peakilii KopeHeBoi
1 ctebnoBoi cucteM. Hanpuknan, y A. thaliana Bmict tpanckpuntie AtHSP25.3-P
3a YMOB aHOKCIii BUSBHBCS 3HAYHO OLIBIINM Yy CTEOJIOBIM YacTHHI MPOPOCTKA, HIXK
y kopeni (Banti et al., 2008). ¥ mpopocTkiB coi cepen 73 OuIKiB KOpeHIB 1 28
OLJIKIB CIM S]10JIb, CHHTE3 SIKUX aKTHUBYBABCS MPOTSIToM 2 /110 MOBHOI'O 3aTOIJICHHS,

muiie HSP70 BusiBUBCS cniibHUM AJi1 000X OprasiB, IPU LbOMY HOI0 BMICT OyB
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BUILIUM B CIM si10JsAX. Pa3om 3 THUM BiIMI4aJIOCh 3MEHILIEHHS BMICTY JIBOX 1HIIIHMX
HSP70, mo Bkazye Ha audepeHLiiHy peryJsiiio TeHIB Ii€l POJWHM 3a YMOB
satoruieHHs (Komatsu et al., 2013).

Onnak, TiepeBakHA OUIBIICT TaKUX  JOCIIDKCHb IPOBOAUTHCA 3
BUKOPUCTAHHSAM MOJIEIBHUX POCIWH a00 OKPEMHUX BHUJIIB CLIILCHKOTOCIOIAPCHKOTO
npusHaueHHs. [Ipu upomy ocobmuBocti QynkmionyBanHs HSP Tta ix xopemsmis 3
nporecamMu crerudivyHol aganTarii y pociauH 13 pi3HUM aJIallTUBHUM MOTEHI[IAJIOM
JIO 3aTOIUICHHS 3aJIMIIAIOTHCA Mano 3’scoBaHUMU. CHiJl TaKOXK 3a3HAYMTH, IO B
OMUCaHUX poOOTax aHaepoOHI YMOBU CTBOPIOBAIMCH JIJISl BCI€I POCIUHU, TOJI SIK
y4acTh IIANIEPOHIB Y CUCTEMHIN peakiiii pOCIMH Ha KOPEHEBY TIMOKCII0 Maike He
BHBYAJIaCh.

3MmiHeHa rpasiranisi. Pe3ynpraTé KOCMIYHUX O10JOTIYHUX EKCIEPUMEHTIB
MOKa3y0Th, MO (haKTOPU KOCMIYHOTO TMOJBOTY, N0 SKHUX BIJHOCSATHCS Timep- 1
MIKpOrpaBiTalisi, BIUIMBaOTh Ha cuHTe3 HSP Ta iX mnocTrpaHcisuiiii
Moaudikamii. SckpaBUM NpUKIAIOM MIBUAKOI pEakilii MIanepoHiB HAa 3MIHU
rpaBITAIIfHOTO BIUIMBY MOXE OYTH 3HIWKEHHS (OCHOpUIIIOBAHHS MOJIEKYIT
AtHSP70-3 B kynbtypi kiitun Arabidopsis nicns 20 ¢ rineprpasitarii (1,8 g) ta
Horo mocuijieHHs 4epe3 22 ¢ MIKporpamiTaiii IiJi 4ac MmapadoiiqyHOrO IMOJbOTY
(Hausmann et al., 2014).

CuctemMHl JOCHIJDKEHHS TPAHCKPUNTOMY POCIMH BHUSBUIM aKTHUBAIIIO
ekcrpecii reniB HSP 3a BBy (aktopiB kocmiunoro nosboty (Paul et al., 2005,
2012; Shagimardanova et al., 2010; Correll et al., 2013; Zupanska et al., 2013;
Kwon et al., 2015; Johnson et al., 2017; Li et al., 2017; Choi et al., 2019). Tak,
nigBUIIeHn BMicT TpaHckpuntiB HSP Bu3HaueHo B 3eleHUX MPOPOCTKAX
A. thaliana niicns ix nepeOyBaHHS B KOCMIYHOMY MOJBOTI 32 ONTUMAJIBHUX YMOB
(Paul et al., 2005; Choi et al., 2019). IlopiBHSHHSI TPAHCKPUIITOMY IIPOPOCTKIB
YOTUPBOX €KOTUIIB A. thaliana, mo pociau B yMOBaX KOCMIYHOIO IOJBOTY,
MOKa3aJi0 MIJBUIIEHUN PIBEHb eKcIpecii 1HaynuoensHux wieniB poaun HSP70,
HSP90, HSP101 1 sHSP, Ta BogHOYac — BUSIBUIIO CYTTEBI BIJIMIHHOCTI B CTYIIEHI iX

axktuBalii Mmix ekoruramu (Choi et al., 2019).
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[Ipore He Bci pe3yibTaTH MONBOTHUX EKCHEPUMEHTIB € OJHO3HAUYHUMHU.
Hanpuknan, mopiBHsUIbHE MOCTIIKEHHS €TIOJhOBAHMX IPOPOCTKIB 1 KYJIbTYpH
KINTUH A. thaliana nicns 31p0Ty 1 12 A106 MOABOTY BUSBUIIO aKTHBALIIO €KCIpecii
psny reniB HSP y nenudepeHIiioBaHuX KIIITHH, TOJ1 K Yy MTPOPOCTKIB TaKi 3MiHH
He BuzHayanuchk (Paul et al., 2012). IIpu npomMy B KJIITHHAX KaJOCy BU3HAYECHO
N1JBULIEHUI pi1BEHb TpaHCKpUITiB 1uTo30apHuX HSP70, HSP90, HSP101 1 mectn
sHSP, a Takox c¢akropiB temoBoro moky AtHSFA2 i1 AtHSFA7A. OcoGauBo
3HayHl 3MiHM cTocyBayvcs 1Haynuoensuux HSP70 (AtHSP70-4), HSP70b
(AtHSP70-5), AtHSP90-1, AtHSP17.4 1 AtHSP17.6.
AxtuBarito excrpecii AtHSP101 1 AtHSP17.6A4 Bu3Hayaiau B KyJbTypi KJIITHH
K 32 YMOB KOCMIYHOI'O MOJbOTY, TaK 1 MPU KIIHOCTATyBaHHI, TOJAl SIK KOPOTKI
nepiosiy Tinep- 1 MiKporpasiTallii mij yac napaboaiqyHOro MojabOTy TaKUX 3MIH HE
Bukiukanu (Zupanska et al., 2013). Ha miacraBi 1iboro 3po61eHO BUCHOBOK IPO
cnenudiuHy aKTHUBAIlIO eKchpecii 3a3HaueHnx HSP B HemudepeHIiioBaHUX
KJIITUHAX y BIJIMOBIJIb HA MPOJIOHTOBaHy MiKporpasiTarito. OHaK, B iHIIINA poOOTI
B KYJbTypl KIITUH A. thaliana micns 5 ni0 BIUIMBY peajbHOI MIKpOIpaBiTallii
akTuBaiito ekcrpecii HSP ue BusBieno. [Ipu mpomy axtop MikporpasiTaiiii 0yso
BIJIOKPEMJICHO BiJ] 1HIIMX YMHHUKIB 3a JOMOMOTrOK OOpTOBOi IeHTpudyru 1 g
(Fengler et al., 2015). B sumeHto mijg 4Yac KOCMIYHOTO TOJBOTY KUIBKICTh
tpanckpuntie HSP70 1 HSP90 BusiBuiach BIANOBIMHO y 2,5 1 2 pa3u BuIIE 3a
HA3eMHHUI KOHTPOJb, TOAI SIK piBeHb TpaHckpunuii HSPI17, HSPI8 1 HSP26 ue
3MiHioBaBcs (Shagimardanova et al., 2010). BiacyTHicTe 3MiH B TpaHCKpHUIILIi 1
tpancysnii sHSP  pizHoi kmiTmHHOT JIOKamizamii IOKa3aHa TakKOX 3a YMOB
KJIIHOCTaTyBaHHs y mpopoctkiB ropoxy (Talalaiev, 2006; Talalaiev, Kordyum,
2014).
OT1xe, iICHYIOUI JIaH1 B IIIJIOMY MIATBEPKYIOTh YSABICHHS PO Y4acTh CUCTEMHU
HIafepoHIB B peakUli KIITUH Ha MIKpPOrpaBiTalllo, 1 pa3oM 3 TUM IIE€BHI
PO301’KHOCTI MOXKYTh 3aJIeKaTH B1J] 00’ €KTa JOCHIKEHHS (BUJl POCIWH, 1HTAKTHHMA

opraHi3zM, HenudepeHIIioBaH1 KIITUHH, BIK 1 (1310JIOTIYHUN CTaH OPraHi3MiB) 1
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eKCIEPUMEHTAIBHHUX MiIX0IB (MIKpOTpaBiTallisi B KOCMIYHOMY 1 mapabosiyHOMY
MOJIBOTI, KJITHOCTATyBaHHS, TPUBAIICTh €KCIIO3HUIII1 TOIIIO).

Pe3ynbraTh BHBUEHHSA peakulii [ANEpPOHIB HA TINEprpaBITaALil0 TaKOX
HeoMHO3HauHI. Pi3ke 301nbIIeHHS KUTbKOCTI TpaHckpuntiB HSP90 1 HSP60
peecTpyBanu B KyJbTypl KITUH Arabidopsis micins ueHTpudyryBaHHs npu 7 g
nporarom 1 rox (Martzivanou, Hampp, 2003). B iHImIOMYy €KCIIEpUMEHTI 3 UM
00’ €KTOM, HaBIaKH, MMOKa3aHo 3HWKeHHs ekcrpecii AtHSP101 1 AtHSP17.6A4 nicns
nii 3 g nporsirom 8§ xB Tta 16 g mporsrom 20 xB (Zupanska et al., 2013). ¥V
MIPOPOCTKIB TOPOXY TaKOX HE OyJio BUABICHO TpaHCKpunTiB sHSP 1murozomnro i
opranedn micis 1-roguaHoro nenTpudyrypanns npu 3-14 g (Tamanaes, 2013).

OTXe, HEOIHO3HAYHICTh ICHYIOYMX pe3yJbTaTiB BKa3ye Ha HEOOXITHICTh
MO/IANIBIIIOTO PETENLHOTO BUBYCHHS YUaCTl CUCTEMH IATIEPOHIB B CTPEC-PEAKIIii Ta

afanTallii pociavH A0 HE3BUYHMX JIJI1 HUX YMOB 3MIHEHO1 I'paBiTallii.

2.4. ba3osBuii piens HSP

[Ipu BUBYEHHI MOJIEKYJISIPHUX OCHOB CTIMKOCT1 POCIMH NEepeBa)kHa OUIBIIICTh
poOIT posrisgae piBeHb IHAYKINI ekcmpecii Toro uu iHmoro HSP 3a 3MiH
30BHIIIHIX YHMHHUKIB, TMOPIBHIOIOYM HOTO 3 KOHTPOJHHUM (KOHCTHUTYTHUBHUM/
0a30BMM) piBHEM MHoro ekcmpecii. BomgHowac, 3 ormsay Ha 1HAMBITyaldbHI
oco0nuBocCTl cuHTe3y okpemux HSP 3a HOpManbHUX yMOB, MOXHA NPUITYCKATH,
10 PiBeHb 0A30BOTO CHHTE3Y TAKOX Ma€ CyTTEBUH BIUIUB HA CTIMKICTh POCIIMHHHUX
kiitud. Kpim Toro, Bmict HSP mo’ke BIiMBaTH Ha pO3BUTOK KMBUX OPraHi3MiB,
TPUBAJIICTh 1X KUTTS 1 urcenbHICTh moToMcTBa (Rutherford, Lindquist, 1998).

Pi3HuIro Mk BUJIaMH B KOHCTUTYTHBHOMY cuHTe31 HSP 3a ogHakoBHX yMOB
BiAMIYayM y pi3HUX rpyn opranizMiB (Evgen’ev et al., 2007; CmypoB u ap., 2010;
Tomanek, Zuzow, 2010; Shatilina et al., 2011). Hampuknaza, TeruiocTiki BUIn
TBApWH, SK TPABHWIO, XapaKTEPU3YIOThCS JOCUTHh BHCOKMM BMicToM HSP y
KJIITUHAX 32 HOPMaJbHUX TEMIEPATyp Ta OUIbII BUCOKUM IMOPOrOM iX 1HAYKIII

(Evgen’ev et al., 2007). KonctutytuBnuii piseab HSP70 y indy3opiit kopentoBas
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31 cTyneHeM ix coisectiiikocti (CMypoB u ap., 2010). BinMivaerbces, o y pi3HUX
poaun HSP B3aemMo3B’30K 31 CTIHKICTIO MOXE€ OyTH pi3HUM. Tak, y TBapUHHHUX
00’eKkTiB — BUAIB aM}inog 3 pi3HOI0 aJANTUBHOI 3/IaTHICTIO — TO3UTUBHY
KOPEJIAIII0 3 TEPMOCTIMKICTIO BHUSBILUIM JIJI1 0A30BOr0 CHHTE3Y IIUTO30JbHHX
HSP70, Toni six Bmict sHSP O6yB BapiaGenbHUM 1 CTPOroi KOpessiii 31 CTIHKICTIO
He moka3yBaB (Shatilina et al., 2011). Ilpumyckatots, mo 6a3oBuii piBear HSP
BU3HAYAETHCS YMOBAMH HIlIl, JO SKOi OpraHi3M MPUCTOCYBABCS IMiJI 4Yac SK
(bUIOreHeTHYHOTO0, Tak 1 OHTOreHeTu4yHoro po3BuUTky (Evgen’ev et al.,, 2007;
CmypoB u 11p., 2010; Shatilina et al., 2011).

Ha pocnuaHMX 00’€KTax IMOKa3aHO, IO CTIMKIII T€HOTHUIIA BiJIPI3HSIIOTHCS
ounbn BucokuM piBHeMm cuHTe3y HSP Bcix pomun (Senthil-Kumar et al., 2007).
[Tpu mpoMy, SIK TpaBUIIO, BUBYAIOTHCSI TEHOTHUITA OJTHOTO a00 CIOPIIHEHUX BUJIIB.
Hanpuknan, piBenb koHcTUTyTHBHOTO cuHTesy HSP70 B A. thaliana BusBuBCS
HWKYMM TIOPIBHSHO 3 1HIIMM BHJOM POJIMHU Brassicaceae — BHCOKO
pesuctrentHuM  Thellungiella salsuginea (I'amOypr u gap., 2014). Ilpote
NOPIBHSIHHS BHJIIB POCIHMH BIJJAJIEHOT TAKCOHOMIYHOI MPUHAJIEKHOCTI, PI3HOI
€KOJIOT11 Ta KOHTPACTHUX 32 aJJalITUBHUMH 3aTHOCTSAMH Mail’ke HE TPOBOIUIIOCH.

Ha A. thaliana nokazano, mo B piama3oHl temmepatryp 12-27°C, ski He
BUKJIMKAIOTh CTPECY, T€HH CTPECOBOI peaklii, B ToMy uucial i HSP, maiixke He
pearyioTh Ha TEMIIepaTypHI 3MiHH, IO 3abe3reuye crajiuid 0a30BUN PIBEHb
BianoBigHux O11kiB (Kumar, Wigge, 2010). Bukmntouenusm ctaB AtHSP70-4, axuii
KOJlye OCHOBHMH cTpec-inayuubenbuuii HSP70 1 Ha HU3bKOMY piBHI
TPaHCKPUOYEThCA 3a HOpMaJIbHUX yMOB. Ekcrmpeciss 1[bOro reHa He BH3HA4allach
npu 12°C 1 moCTynoBO MOCWIIOBAjlIach y BIANOBIAL HA MIABULIEHHS TEMIlepaTypu
Bix 17°C mo 27°C. OueBuaHO, Taka TEIIOUYTIUBICTH ogHOTO 3 HSP70 mo3Bose
MEBHOIO MIpOr0 3MiHIOBaTH 0a30BUM PIBEHb IHMX IIANEPOHIB, IO MOXe OyTH
IHCTPYMEHTOM TOHKOI'O HaJAIITYBAHHS YUCEIBHOCTI IyJly IIANEPOHIB B Jlana3oH1

HOPMAJIbHUX TEMIIEPATYP.
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2.5. YuacTts manepoHiB y popMmyBaHHi (peHOTHITY POCTIMH

2.5.1. HSP90 y crabiiizauii HopMaabHOro (popMoTBOpeHHA

B koHTekcTi mpobieMu  MeXaHI3MIB  MIATPUMAaHHS  CTablIBHOCTI
(GOpMOTBOPEHHSI POCIMH BaXKJIMBOIO 0cobOsuBicTio manepoHiB HSP90 BusiBuiach
iX 37aTHICTH CTa0UTI3yBaTH CTPYKTYpPY IEBHHX MeETAacTaOUIbHUX OILIKIB, IO
JIO3BOJIMJIO PO3TIIANATH iX sik OydepHy cuctemy, sika OOMEKye BIUIUB CIIA0KHX
Bapialliii 30BHIIIHBOIO 1 BHYTPIIIHHOTO CEPEJOBHILNA 1 TUM CaMUM CTaOLII3ye
nporecu pocty 1 po3BuTky (Queitsch et al., 2002; Samakovli et al., 2007; Sangster
et al., 2007). Taka pomp HSP90 moxe OyTu BUSBICHA 4Yepe3 IIiJIBUIICHHS
HECTaOUIBHOCTI POCTY Ta WOro 4YyTJIMBOCTI A0 MNepTypOaliil cepenoBuila Mpu
3HIDKCHHI aKTHBHOCTI INANEpPOHIB — TNpHUPOAHOI abo BumyiieHoi. Mipoto
HECTAOUTLHOCTI MPU IIBOMY MOXYTh CIYKHUTH PI3HI SKICHI Ta KUJIbKICHI O3HAKH,
Taki, SK MIBUINEHHS (EHOTUMIYHOT BapiabenbHOCTI, TosiBa MOP(}O3iB,
JNECUHXPOHI3AIsl POCTy 1 PO3BUTKY, 3HIKCHHS TOYHOCTI (popMyBaHHSA
MOBTOPIOBAHUX 1 CHMETPUYHHUX CTPYKTYPHUX €JIEMEHTIB, 301JIbILIEHHS KOe(illleHTa
Bapiamii (CV) KiabKicHUX MOPQOJIOTIYHUX O3HaK Ta 1H. JlOCHIIKEHHS IHX
IPOLIECIB Y POCIMH B OCHOBHOMY MPOBOAMTHCS Ha MOJIEIBHOMY OO0 €KTI
A. thaliana 3 BUKOPHUCTAaHHSM IHTIOITOPHOTO aHaNi3y Ta TEHETUYHUX IIIXOJIB.
OOpoOka 1HTiI0ITOpaMH Ja€ MOXIJIHMBICT 3HWKEHHS 3arajbHOl (DYHKIIIOHATBHOT
aktuBHocTi nynmy HSP90 xmitunu. Tax, BHecenHsa iHriditopie HSP90 B
CepelloBUIIE [JIi BUPOIIYBAaHHS MPU3BOAWIO JIO MOSIBU Yy 130T€HHHUX JIIHIN
A. thaliana nopsin 3 HOpMaTbHUMHU (PEHOTUIIAMH JIESKOI YaCTKU IPOPOCTKIB 31
3HAYHUMU MOPQOJIOTTYHUMH BIIXUIEHHSAMH, K1 CTOCYBaJUCAd (OpMHU, PO3MIPIB,
B3a€EMHOTO poO3TamryBaHHA 1 kKonbopy opraHiB (Queitsch et al., 2002). Onnak,
BpPaxOBYIOUM IIBUIKY JI€3aKTHBAIIl0 AHTUOIOTHKIB IiJ BIUIMBOM CBITJIa, Ied
NIAX11 3a3BUYall 3aCTOCOBYEThCA ISl (DEHOMHOI'O aHali3y POCIMH Ha PaHHIX
CTafisIX POCTY.

JIns  BUBYEHHS  pOJIi  IIAlEpOHAa  TPOTATOM  YChOTO  OHTOTEHE3Y

BUKOPUCTOBYIOTbCA RNAI-iHII, a TakoX MYTaHTH 3 IOPYLIEHHSM €KCIpecli
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okpemux reHiB HSP90. Ockinbku y A. thaliana renn uuro3onbHux HSP90 BHCcOKO
roMoJioriyHl MK co0oro, RNA1 jae MOMIMBICTH 3MEHIIUTH CHUHTE3 IEKUIBKOX
130popMm y kiituni (Sangster et al., 2007, 2008 a, b). ITpu npomy RNAI1 3 pi3HUM
CTYNEHEM 1EHTUYHOCTI 0 pizHUX HSP9( 3HMKyBanu piBeHb ix ekcrapecii B 1,5-2
pazu. XapakTepHO, IO CHpoOU OTpUMATH TPAHCPOPMAHTU 3 MAKCHUMAIBHOIO
inTepdepenmiero RNAi 10 Bcix 4 TreHIB IUTO30JbHUX 130(00pM BHSBHIINCS
HeBammmMiu (Sangster et al., 2007). IMOBipHO, KOPCTKE MPUTHIYEHHS CHHTE3Y BCiX
uuto3oibHuX HSP90 npu3BoguTh 10 BTpaTH KUTTE3NATHOCTI POCIMHHOIO
OpraHizMy, WII0 Y3TOJKYEThCA 3 YABJICHHSAM 11070 BaxiauBocti HSPI0 nns
KUTTE3ATHOCTI eyKapioTiB. Tak, TOMO3UTOTHI MyTarlii 3a oboma HSPS2 y
S. cerevisiae abo enuHomy HSPS83 y Drosophila BUSBUINCH J€TaTbHUMHU
(Borkovich et al., 1989; Bandura et al., 2013).

Tpancrenni  T-JIHK-minii  (iHcepriiiiHi ~ MyTaHTH) 3  TOPYLICHHSIM
¢ynkmionyBanuss 1 3 4  uuro3ompHux HSPY90 B mimomy 306epiraroTh
KUTTE3MATHICTh. Pa3oM 3 THM BiJ3HA4YCHO 30UIBIIECHHS YacTKH HEMPOPOCIIOro
HAClHHA Ta 3Ha4Hl nopyuieHHs mopdosnorii 3apoakiB (Samakovli et al., 2007).
[Tpopocne wnacinag Bcix RNAi- ta T-JIHK-miHili B OCHOBHOMY MpPOIYKYBaJIO
3I0POB1 MPOPOCTKH 3 (PEHOTUIIOM JTUKOro TUIy. BoaHodac yacThHa MPOPOCTKIB
MaJia MOpyIIeHHA Bija cnabkux o 3naunux (Samakovli et al., 2007; Sangster et al.,
2007). IlopiBHSIHHS JBOX THUIIIB JIIHIM BUSBHIIO 3arajibHi 1Jisi 000X 3MiHU (Sangster
et al., 2007). Pazom 3 TuMm, cniekTp (EHOTHIIB 1 YacTOTa iX MOSBH Majyd NEBHY
crietnuiKy y pi3HUX JiHIA. Y MyTaHTHUX JiHIN Athsp90-2 1 Athsp90-3 3’ IBASIUCH
IPOPOCTKU 3 YHOBUIBHEHUM POCTOM 1 BY3bKUMHM JIMCTKaMu, B Athsp90-4 — 3
nedekramu KopeHiB. 3MiHeH1 ¢peHoTunu Athsp90-1 xapakTepu3yBajaucs MLUPOKUM
PO3MAITTAM BiAXUJIEHBb O€3 TIepeBaru Oyab-sIKUX 3 HUX.

Ananiz RNAi- 1 T-JIHK-pocnuH mpoTsArom OHTOTreHE3y IOKas3aB, IO Bijl
HSP90 3anexarp pi3HI npouecu (OPMOTBOPEHHS. 3HUKEHHS HAIOBHEHOCTI
kiituaHOoro myny HSP90 y RNAi-miHIA nOpu3BOAMIO 10 TEBHOI 3aTPUMKHU
IBITIHHA Ta 3HWXEHHS HACIHHEBOI MPOJYKTUBHOCTI, 3MIHM KUIBKOCT1 JIMUCTKIB

PO3ETKH, iX PO3MIpIB, BUCOTH POCIUH, KUIBKOCTI CTPYYKIB Ta IHIIMUX KIJIbKICHHX
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o3Hak (Sangster et al., 2007, 2008 b). IIpakTuyHO MOJOBMHA POCIHMH Mala
NOPYIICHHS  aliKaJdbHOTO JOMIHYBaHHS. Y  HEBEJIMKOiI YacTKM OCOOUH
dbopmyBaIuCs KBITKOHOCH, 3pPOIIIECH] B HUXKHIM YaCTHHI.

denomumil aHami3z myTtaHTta Athsp90.2-3 3 TOYKOBOIO MYTAIli€l0 B CaWTI
3B's3yBaHHsI AT® BUSBUB 301IbIIIEHHS KUTBKOCTI JIUCTKIB PO3ETKH Ta MOSBY KBITOK
3 OUIBIION KITBKICTIO YaIIOJWCTKIB, MOPIBHAHO 3 MuKUM TuroMm (Smith et al.,
2009). B po6oti Samakovli et al. (2007) y mopocnux denotunis T-JAHK-minii
BUJIUICHO KUJIbKa KJAaciB BIIXWJIEHb y PO3BUTKY 1 MopdoreHesi. [IpumitHo, 110 y
MyTaHTIB /Asp90 3a pI3HUMHU F€HaMU CHOCTEPIraliu SK CXO0X1 3MIHEHI (DEHOTHUIH,
TaK 1 ocobmmBi. AHaji3 KiapkoX mokojiabk T-JHK-miniii mokasas, mo BUJIICHI B
OKpeMi Kjacu (PEHOTHUIIYHI 3MIHM HE 3aKpIIUIIOBAIMCI TEHETUYHO. 3 HACIHHA,
310paHOTO 3 POCIHMH PI3HUX KJIACiB, OTPUMYBAJM BECh CIEKTP (HEHOTHIIIB,
XapaKTEepHUX B LIJIOMY JJIsI TaHOT JIiHi1.

Busuennss HSP90 opranen Takox HOpOAEMOHCTPYBajoO iX BIUIMB Ha PICT 1
MopdoreHe3 pocianH, OYEBHIHO, YEPE3 iX B3a€MOJIII0 3 JOKATHHIUMHU CyOCTpaTaMHu.
30kpemMa, TOMO3UTOTHUM HOKAyT-MyTaHT Athsp90-5 3a reHoM, SIKUM KoJye OLIOK
IUTACTH]I, XapaKTepU3yBaBCS  MOPYIIEHHAM  eMOpioreHesy Ta  BTPaTOlO
KUTTE3MaTHOCTI HaciHHs. Kocympeccis 1boro reHa, He BIUIMBAIOYM Ha 3aKJIAJIKY
OprasiB, BUKJIHMKaJIa 3MEHILIEHHS PO3MIpIB JIUCTOBOI PO3ETKH, 3MiHY METa00Ii3My
Kpoxmaito, nopymenHs GopmyBannsa xioporuiactiB (Oh et al., 2014). Tlokazano,
mo AtHSP90-7, nokanizoBanuii B EP, BruiMBae Ha BHU3HAY€HHS pPO3MIpY
MepucTeMu Ta ii opraHizamito, Oepe ydactb y OioreHe3i MeMOpaH 1 pI3HHX
OlocMHTETHYHUX Tpoliecax (AuB. nmomaaTok A). Myraris shepherd no nusomy HSP
BUKJIMKaJa 3Ha4HI MOPYUIEHHSI KOPEHEBOI, CTE0JIOBOI Ta (PJIOpaIbHOI MEPHUCTEM, a
Takox BTpaty dheprunbHocTi muiky (Ishiguro et al., 2002).

Oco06MBO Ci BIAMITUTH, 1110 (EHOTHUIIIYHI BIIXUJIEHHS, TOA10H1 0 TUX, K1
cnocrepiranucs npu iHridysanni HSP90, 3'aBnsuiich y mpopoCTKIB AMUKOTO THITY
A. thaliana npu 27°C, ToOTO 3a IMOMIPHOTO IJABUIICHHS TEMIIEPATYpH, sIKa HE
Bukiukae 1HAykuii HSP (Queitsch et al.,, 2002). Kpim Toro, excrno3uilis

npopocTkiB Aukoro tumy npu 27°C 1 32°C pi3HOI TpHUBAJIOCTI HNPU3BOAMIIA /10
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YTBOPEHHS PI3HOMAHITHUX MOP(OJIOTIUHUX 3MIH y JOPOCIUX POCIHH, MOMIOHUX
3MiHaM y HOKayT-MyTaHTiB Asp90 (Samakovli et al., 2007). ITokazoBo, mo y T-
JHK- 1 RNAi1-ninii Asp90 yacTka 3MIHEHUX (PEHOTHITIB MPU M’ SIKOMY I1JBUILIEHHI
TeMIiepaTypu OyJia 3HaYHO OUIBIIIO0, MOPIBHSAHO 3 TUKUM TuUIioM (Samakovli et al.,
2007; Sangster et al., 2007). Ha miacTaBi 115010 3p00JI€HO BUCHOBOK, 1110 HEBEJIMKE
MiABUIICHHSA TEeMIIepaTypu Moke Bukiukatu QopmyBanas HSP90-3anexnmnx
dbenotuni. [lpunyckaerscs, Mo HpHU IIHOMY MOXE BiJIOyBaTUCS TMEPEMUKAHHS
HSP90 3 oOcinyroByBaHHs cneuu@iuHux cyOCTpaTiB Ha  3B'A3yBaHHSA
JI€HATYpOBaHUX OUIKIB, Kl IOYMHAIOTh HAKONMMYYBATHUCS B KIITHHI 332 IOMIPHOIO
M1JBUILIEHHS TEMIIEPATYPH.

TakuM unHOM, 3HMKEeHHS akTuBHOCTI HSP90, reneTnuno ado 3a JOIOMOI0I0
1HT101TOpIB, BUKJIMKAE y MPAKTUYHO 130T€HHHUX JHIA 32 ONTHUMAIbHUX YMOB
30UIbIICHHST ()EHOTUITIYHOI BapiabENBbHOCTI aX J0 ICTOTHMX BIJIXWUJIEHb BiJ
CTaHIAPTHOTO (DEHOTHIy MTPOTATOM OHTOrE€HE3y, IO BKa3dye Ha iX yd4acTb Yy
BU3HAYECHHI MOP(POTreHETUYHOI MpOorpamMu PO3BUTKY 1 37aTHOCTI MTPOTUIIATH
CTOXaCTHYHUM TporiecaMm. Pa3oM 3 TUM, HEIOCTAaTHHO BUBYCHOIO 3aIUIIAETHCA
3matHicTh HSP90 minprpumyBatu cTabuIBHICTH TeMITIB pocTy 1 Mopdorenesy. He
3’sICOBAHO MUTAHHS BIJJAJICHUX Yy Yaci epeKTiB CBITJIOUYTJIMBUX aHTHOIOTHKIB Ha

PICT 1 pO3BUTOK POCIIHH.

2.5.2. HSP90 y ¢peHOTMIIYHIN IJIACTUYHOCTI

VsaBnenns mnpo Te, mo mamneponu HSPY0 acuctyrorh 1mimiii HU3Mi OLNKIB
PI3HUX CHUTHAJBHHUX IUIAXIB 1 MOXYTh BH3HAYaTH KOMIIETCHTHICTh OCTaHHIX [0
CIPUHHATTS 1 Tepenadi CWrHajay, MPU3BEIO J0 MPUITYIICHHS, IO JaHa POIUHA
MOXE OIOCEPEIKOBYBATH BIUIMB CEPEIOBHINA HAa PICT 1 PO3BUTOK POCIUHHOIO
opraHizMy. Buxossuu 3 115010, 3HMKEHHS KITbKOCTI/akTuBHOCTI HSP90 moBunHO
OPU3BOJAUTH /10 CHUCTEMHHUX 3MIH 3aJeKHUX NUISIXIB TPAHCAYKLII KIITUHHHUX
CUTHAJIIB 1 eKcTpecii BiIMOBITHUX T€HETUYHUX MPOorpam, 1 B pe3yJbTarTi, 10 3MIHA
¢13iomoriunaux 1 Mopdorenetnunux peakuiil. IlupokomacmitabHuii - anamis

tpaHckpunTiB RNAi- ta T-/IHK-niniii A. thaliana nianTBepuB Take NPUIYILEHHS,
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NOKAa3aBIIM, IO y POCIHH 31 3HWkeHUM piBHeM HSP90 mepeBakHO 3MIHIOETHCA
eKCIIpecis TeHiB, sIK1 3a0e3MeuyoTh BIAMOBIAI HAa 30BHIMIHI cTUMYJHU (Sangster et
al., 2007). 3okpemMa, BU3HAUY€HO 30UIbLIEHHS KUJIBKOCTI TPAHCKPHUIITIB, 110 OEpyTh
y4acTh B peaxiiii pocauH Ha BogHui medimut, mexanizmax aii ABK, GiocunTesi
YKACMOHOBOI KHCJIOTH, 1 pa3oM 3 THUM OCJIAOJICHHS EKCIpecii TeHIB O10CHHTE3Y
camiuioBoi kucnotu. [Ipu nbomy B RNAI-IIHISX 31 3HUKEHUM pPIBHEM €KCIIpecii
rediB 1muto30idpHuX HSP90 3minum Oynu CyTTeBIIMMH TOPIBHIHO 3 HOKAyT-
MyTaHTaMH 32 OKPEMUMH 3 UX T€HIB. AHaNI3 JOKYCiB KilbKiCHUX 03HaK (QTLs) y
RNAI-miHIA 31 3HWKEHUM Ha TpeTUHY BMICTOM LUTO30ibHMX HSP90 Ttakox
BUSIBUB 3aJICKHI Bij manepoHa Jiokycu (Sangster et al., 2008). ¥V mytanTa cré88,
ne¢piuutHoro no AtHSP90-5 mnactup, cnocrepirajiiv 3HM>KEHHSI PIBHSL €KCIpecti
T'€HIB, IO KOAYIOTh ps OinkiB ¢oTocuuTe3y (Lin, Cheng, 1997).

BuBuenns ¢izionoriuHux BiAnoBizield A. thaliana Ha 30BHIIIHI CTUMYJIU MPU
3HWKEHH1 akTuBHOCTI HSP90 mnpomeMOHCTpyBasio BaKJIMBICTH IIANEpOHa IS
TaKUX aJaNTUBHUX IUIACTUYHUX PEaKIliid, K PICT TIMOKOTUIIS 1 KOPEHS B TEMPSBI,
rpaBITPONIYHA PEaKilisi KOPEHs, IO3CJICHIHHS CIM'S0JIb MICHsl MEePEHECEHHS
eTi0JIhOBAaHUX MPOpOCTKiB Ha cBiTiO (Queitsch et al., 2002). Hanpuknaa, o6podka
iHriditopom HSP90 cropusiia crnoBUIBHEHOMY POCTY TIMOKOTHIISL Y TEMpsBI Ta
3MiHI BEJWYMHU a00 HAaBIThb HANPSIMKY TIPABITPOIIYHOIO BHUIIHY KOPEHS.
dopMyBaHHS JOBIOro TIMOKOTWISI MPU YEPBOHOMY CBITII y ¢r88 3 MOPYIICHUM
CHMHTE30M [IanepoHa IUIACTHJ CBIAYWTH NP0 WMOro BaXKIWBICTD IS
dbotomopdorenesy (Cao et al., 2000). Taki mani B HUIOMY MOKa3yOTh, IIIO,
KOHTPOJIFOIOUM Pi3HI peryisitopHi nuwsixu, HSP90 OepyTh ydacTh B peryJisiii
IUTACTUYHUX PEAKU1d POCIMH Ha 30BHIIIHI CTUMYJIU. Pa3oM 3 TUM, 3aJIMILIA€THCS HE

3’SICOBAHOIO POJIb OKPEMUX WICHIB POJAMHH Y IIUX PEAKIIIsX.

2.5.3. HSP90 y cradimizanii gopMOTBOpEeHHS NMPHU reHETHYHUX 3MiHAX
Sk BKe 3ragyBaliocsi BUINE, TEHETUYHI 3MIHHM MOXYTh IepedyBaTH B
IPUXOBAHOMY CTaH1 Ta MpOSABIATUCA Y PpeHoTumi 3a neBHUX yMoB (Kimura, 1983).

OnuH 3 MOXJIMBUX MEXaHI3MIB IBOTO TOB’SI3YETHCS 3 TIMOTETUYHOIO OyhepHOIO
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cucremoro. Biamosigno mo rimore3u Rutherford i Lindquist (1998), y Bumanky
T€HETUYHOT MIHJIMBOCTI iICHYE€ MOXJIUBICTh, 10 HSP90, B3aemonirouu 3 OLIKOM-
KJIIIEHTOM 3 YacTKOBO 3MIHEHOK aMIHOKHUCIIOTHOIO TIOCHIIOBHICTIO, Oyle
HIATPUMYBATH WOTO B HOPMaJIbHIM (PYHKITIOHAIBHIN KOH(pOpMAIIii 1 TAKUM YUHOM
cupusTH (OpMyBaHHIO HOpMaibHOro QeHorumy. Taka TrimoreTMyHa 37aTHICTH
marnepoHa MpeACTaBIse MOJICKYJISPHAN MEXaHi3M MPUXOBYBAHHS 1 HAKONTWYEHHS
reHeTHuHux 3MiH. [lepmri gokasu icHyBaHHS MOAIOHOTO MexaHi3Mmy B Drosophila
NOKa3aJid, 0 T'€HETUYHI 3MIHM MOXYTh 3aJUIIATHCS B MOBYa3HOMY CTaHl MpuU
HOpMaibHOMY (yHKIIOHYBaHHI HSP83 1 mposiBiATHCS Tpu 3HUKEHHI HOTO
aKTUBHOCTI Y pa3l ab0 TeTepOo3uroTHoi MyTallli (TOMO3UTOTH JIETaJIbH1), a00 Mpu
iarioyBanHi (Rutherford, Lindquist, 1998). 3ronom 3patnicts HSP90 npotuaistu
IpOSIBY TEHETUYHOro modiMopdizMy Oyiia BHUSBICHA Y PIZHUX OPraHi3MiB,
BKJTIOUYaroun pociauHu. [lopiBHSHHS eKOTUITB A. thaliana 1 CTBOpEHUX Ha iX OCHOBI
pexomOinanTHUX 1HOpenHux (PI) miHii miATBEpAUIO reHETHYHY AETEPMIHOBAHICTD
cnektpa 3anexHux Bigx HSP90 mopdonoriunux 3min y pociaun (Queitsch et al.,
2002; Sangster et al., 2008 a, b). Tak, ekotunu ta PI-niHii BIAPI3HIIUCS OJUH BiJl
omHoro 3a crektpom HSP90-3anexxHnx ¢GEHOTUNIB Ta YaCTKOK OKPEMHX
dbenotumB (Queitsch et al.,, 2002). Jliana3oH mnoOB’s3aHOi 3 MIANIEPOHOM
¢denotumniyHoi BapiabenbHOCTI y PI-niHii BUABHBCS MIMPIINM, HIXK Y OaTbKIBCHKHX
ninid. HoBi koMOiHaIii reHOTHIIB AaBaau mopsa 3 O0aTbkiBcbKkuMH HOB1I HSP90-
3anexHl (EHOTUIIYHI O3HAKM Ta OUIbII IIMPOKUWA, HDK y OaTbKiB, Jiana3oH
(1310JI0TTYHUX peakUiid. AHaI13 BUIOBKEHHS TITOKOTHIISL B TeMpsiBl y PI-niHii npu
00po6111 I'JIA moxkazas, 1mo mnojiMop(}i3M 3a MONITeHHOK KUIBKICHOIO O3HAKOIO
Takoxk Moxe 3anexatu Bim HSP90 (Sangster et al., 2008 a). Ha miacrasi
OTPUMAHMX JIAHUX 3pOOJICHO BUCHOBOK MpO Te, 1o 3anexHi Bix HSP90 anem we €
PIIKICHUMH B TIPUPOJHHUX MOMYJIALISAX 1 MOXYTh POOUTH ICTOTHHUH BHECOK B iX
(eHOTUNIYHY PI3HOMAHITHICTh. HemonaBHO MpoAEeMOHCTPOBAHO, IO F'€HETUYHE
3HIDKEHHS piBHS ekcrpecii nuto3onsHux HSP90 cnpusie penoTunivHOMy TposBY

HOBOyTBOpeHuXx MmyTauiid (Mason et al., 2018; Zabinsky et al., 2018).
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KpiMm Toro, 3’sBuiOCh Kinbka poOIT, B SKUX 3 BHUKOPHUCTAHHSM MYTaHTIB
A. thaliana 3a 611KaMHU-KJII€EHTaMH OTPUMAHO MPsAMI JOKa3H 374aTHOCTI IIaNEepPOHIB
HSP90 cripusitu HaKONMMYEHHIO T€HETUYHUX 3MiH. Tak, 3 ABOX KOMIOHEHTIB bP-
CUTHAIIIHTY aKyMyJIsllisi HECMHOHIMIYHOI MyTarii Oyia BHINE y 3aJ€KHOTO Bijl
manepona BESI1, nix y nesanexnoro BZR1 (Lachowiec et al., 2013).
[IpogeMoHCTpOBaHA TAaKOX 3JaTHICTH IIANEPOHA MACKYBaTH TOYKOBY MYTalllO Y
penentopa aykcuHy TIR1 1 migTpumyBaTH HOpMaibHY AayKCHHOBY PEAKIIiIO
(Watanabe et al., 2016). [Iponionyetbcst BukopuctoByBaTu 1Hri0yBanass HSP90 nns
npuckopeHHs inenTudikamii reneTnunux 3miH (Queitsch et al., 2002).

VY 3B’s3Ky 3 UM Tpebda 3a3HAUYUTHU, 110 TEHETUYHUM TOIIMOP(I3M MPUPOTHUX
MOMYJISIIIN 3 aHTPOTIOT€HHUM HAaBaHTAKEHHSM a00 CTBOPEHUH 3 BUKOPHCTAHHSIM
TeHOTOKCUYHUX YUHHUKIB MOXXE HECTH PHU3UKH K JUIsi HOPMAaJbHOTO
bopMOTBOpEHHS, TaK 1 JJs >KUTTE3IATHOCTI oOpranizmy. EkcrnepumeHTaibHa
nepeBipKa 3aJIEKHOCTI IPOSABY Takoro nojaiMopdizmy Big aktuBHOCTI HSP90 moxe
OyTH KOpPHUCHOIO IJisi OLIbII TJIMOOKOTO pPO3YyMIHHS MEXaHi3MIB cTabumizarii

T€HETUYHOI0 KOMIIOHEHTa (DEHOTUIIYHOT BapiaOeIbHOCTI MPUPOTHUX MOIYJISIIIN.

2.5.4. HSP70 y cradurizauii pocToBUX Npouecis

B icHytoumx myOmikarmisix 34aTHICTh CTaOUTI3yBaTH pOCTOBI MPOIECH
noB’si3ytoth 3 mmanepoHamu HSP90. Opnak, HSP90 ¢yskiionye y TicHIA
koornepaitii 3 HSP70 (Dittmar et al., 1997; Grad, Picard, 2007; Noél et al., 2007;
Kozeko, 2010; Clément et al., 2011; Karagdéz, Riidiger, 2015), mo cknamocs
npotsarom ix koesosmtolii (Travers, Fares, 2007). Bucoko koopiuHOBaHa B3a€MOJIis
[IaNepOHIB JIBOX POJAWH J03BOJISI€ MPUITYCKAaTH NIOHAWMEHIIIE OMOCepPeIKOBaHUMN
BB HSP70 Ha cTabiibHICTh pOCTOBUX 1 MOP(POTEHETUYHUX MPOIIECIB.

VY 3B’43Ky IIUM 0COOJIMBOrO 3HA4Y€HHSI HAOYBaIOTh MOKH 1[0 HEYMCIICHH] JaHi
ctocoBHO BimBy HSP70 Ha perynsropHi mpouecu i, B pe3yJbTaTi, Ha pICT 1
Mopdoreres pociauH. Tak, B A. thaliana nanekcrpecis AtHSP70-1 Buximkaia
KApJIMKOBICTh IPOPOCTKIB, BKOPOYEHHS 1 TMOCUJIEHE Taly>KeHHS KOpPEHEBOi

CUCTEMHU BHACIIJOK NPUTHIYEHHS aKTUBHOCTI MEpHCTEM KopeHs 1 crebna (Sung,
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Guy, 2003; Cazalé et al., 2009). IIlpuuomy Takuii edheKkT BUIBUBCA crienuDiuHUM
s AtHSP70-1 OE, ockinbku Hanekcrpecis BiP-2 (AtHSP70-12) (Sung, Guy,
2003) 1 HSP101 (Queitsch et al., 2002) 3miH ¢eHoTuny He Bukiukaia. Kpim toro,
MJBUIIEHHS PIBHS KOHCTUTYTUBHOI ekcrpecii AtHSP7(0-1 nmocuioBago CTIMKICTh
JI0 COJIEH KaJMII0 1 MUII'AKY, IPOTE HE BIUIMBAJIO Ha peakili, Bukinkani Y ®-C,
docarHUM roOAyBaHHSAM Ta JEETIONALIEI0 MPOpPOCTKiB. Taki (akTu cBiguaTh
npo TeBHY crnenu@iuHicTh (YHKI[IOHYBaHHS IarniepoHa BiJHOCHO 30BHIIIHIX
yuHHUKIB 1 ¢i13ionoriynux mpoieciB (Cazalé et al., 2009). Takox Haxekcrpecis
AtHSP70-1 npusBomuna 1o nopyumeHHs ABK-3anexHOro 3akpurrs OpoauxiB
(Clément et al., 2011). Baxxnupo, 1o noaioHuit ehekT crocTepirayiv 1 y BUIAAKY
JIOMIHAHTHOI HeratuBHOI popmu HSPI0.

Hesiki pesynbTaTé AochijpkeHb ctocoBHO HSP70 cymepewnmmBi. Tak, 3a
Larkindale 1 Vierling (2008), nokayr-myTaitiss mo AtHSP70-15, nuro3oibHOMY
oinky miapoawman SP110/SSE, numie mocuiaoBaiia YyTIWMBICTH JO BHUCOKOT
TEeMIIepaTypH 1 3HIKyBaja 1HIyKOBaHY TEIUIOCTIMKICTh, TPOTE HAa PICT MPOPOCTKIB
3a HOpMaJIbHUX YMOB He BIUTMBaia. 3a nanumu Jungkunz et al. (2011) nediuur 3a
UM OUIKOM BHKJIMKaB 3aTPUMKY pOCTY, 3MiHM (DOPMHU JIMCTKIB, BIUIMBAB Ha
3/1aTHICTh NMPOJAMXIB 3aKPUBATUCS 32 HOPMAJILHUX YMOB 1 111 BIiuBoM ABK, pote
He BrumBaB Ha AbBK-3amexne iHriOyBanHs mnpopocTaHHs HaciHHA. Hoxayt-
MyTaHTH Athsp70-15 manu 3Ha4HI CUCTEMHI 3MIHM T€HHOI eKcrpecii, HaloIbII B
TEHIB CTpec-peakxiiii 1 BIAMOBiAeH Ha O10TUYHI Ta a0lOTUYHI CTUMYJIM, a TaKOX
O1JIKOBOro MeTadoJ113My, TPaHCKpPUILIi Ta MpoleciB po3BUTKY. Ha BinMiHy BijJ
I[OT'0, HOKAyT-MyTaHTH 3a 1HImUM uiaeHoM miapoaunu SP110/SSE - AtHSP70-14
Majau (EHOTHN AMKOrO THUIY 1 HE3HA4Hl BIAXWJIEHHS B 3arajlbHOMy XapakrTepil
reaHoi ekcmpecii (Jungkunz et al., 2011). Omxke, 3 oriasay Ha OOMEXKEHICTH
ICHYIOUMX JaHuX, y4dacTh manepoHiB HSP70 y crabGimizamii mporeciB pocty i

(OpMOTBOPEHHS NOTPEOYE PETENHHOTO BUBYEHHS.
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2.6. Peryasinisi peakuii TerioBoro moky i poas HSP90

Perynsauist ctpecoBoi iHaykuii reniB HSP abo peakuii TemnoBoro mioky
3MIMCHIOETHCS HA PIBHI TPAHCKPUMIT 1 BH3HAYAETHCS JIBOMA KIIOUYOBUMU
€JIEMEHTAMH.

Enemenm mennosoco woxy (heat shock element, HSE) — nwuc-enement
IPOMOTOPHOI AussHKU reHiB HSP, koHcepBaTHBHA MOCIIIOBHICTh 3 1HBEPTOBAHUM
noBropoM NnGAAnnTTCnnGAAn (Barros et al.,, 1992; Fernandes et al., 1994).
Tpanckpunuiss HSP Moxe peryiroBaTucs ogHUM 4yu Kuibkoma HSE, siki MOXyTh
MaTH KJIACHMYHY TOCIIIIOBHICTh, a00 Aesiki BiAMIHHOCTI. KiJIbKICTh 1 OCOOIMBOCTI
pO3TalllyBaHHS PETYISATOPHUX €JIEMEHTIB BUZHAYAIOTh PI3HUILIIO B €KCIIPECii T'eHIB.

Tpanckpunyiunuii pakmop mennosozo uwoky (heat shock factor, HSF), axuit
crienudiuno 3B’s3yeTbest 3 HSE (Nover et al., 2001; Akerfelt et al., 2010). Poguna
HSF y pociuH XapakTepusyeTbcsi BEJIUKOK YHCENbHICTIO, 3HAYHO OUIBIION B
MOPIBHSAHHI 3 JAPDK/DKaMH 1 TBapUHAMH, SKI MarOTh BiJl OJHOTO J0 KIJIBKOX
romoJioriB: y Ricinus 3Hauineno 19 HSF, y A. thaliana - 21, y Solanum
lycopersicum - 27, y Glycine max - 53. Buxonsauu 3 0coOIMBOCTEH ITOMEHHOT
ctpyktypu, HSF pocnun posnineni Ha 3 migpoaunn abo kiacu A, B 1 C (Nover et
al., 2001; von Koskull-Doring et al., 2007). Pizai HSF cunTe3yroThcs
KOHCTUTYTHBHO 1/a00 1HAYKYIOTbCS TIpH CTpeCi, MarOTh BIAMIHHOCTI B
oimiroMmepuzanii, ¢ynkmisax B cucteMi HSF, B3aemonii 3 iHIIMMHU OUIKaMH 1
XapaKkTepU3ylThCsl MEeBHOI crenudikoo A0 cTtpecopiB (Scharf et al., 2012).
OueBuIHO, BCe 1€ 3a0e3Meuye MiABUIIESHUM 3arac MIITHOCTI 1 TOHKY 0araTopiBHEBY
HACTPOMKY (DYHKIIIOHYBAHHS CUCTEMH.

Ha ocHOBI BHBYEHHS TBapUHHUX KIITHH 3alpONOHOBAHO TIMOTETUYHHIMA
MEXaHI3M peryismii peakiii TemioBoro MoKy muTo3ogpbHUMU HSPI0 3a
IPUHITMTIOM 3BOpoTHOTO 3B's3Ky (Ali et al., 1998; Morimoto, 1998; Zou et al.,
1998). 3a mum MexanizmowM, miarpuMmands HSF1, skuii BiamoBizae 3a iHIIIAIIIO
peakiii, y HEaKTUBHOMY CTaHI 32 HOPMaJIbHUX YMOB 3a0€3I1€UyEThCS acoIlialIll€lo

roro MoHomepiB 3 nurTo3oubHUMU HSPI0. Ilpu crpeci nmepeMuKkaHHs MIANEpOHIB
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Ha 3B'I3yBaHHS 30UIBLIEHOI KUIBKOCTI HEHAaTUBHUX OUIKIB MPU3BOAMUTH 10
BuBlUibHeHHST HSF1, iX Tpumepwusarii, TpancnopTyBaHHS A0 sapa, 3B'S3yBaHHS 3
HSE Ta inimianii Tpanckpuniii pisaux HSP, B Tomy uucmi, U HSP90. Ilpu ubomy
OCHOBHHMM CHUTHAJIOM, 10 3amyckae cuHTe3 HSP, € HakonuueHHs neHaTypOBaHUX
OUIKIB BUIIE TIEBHOT'O MOPOTOBOrO PiBHA (stress sensing system / cytosolic protein
response) (Ananthan et al., 1986; Zou et al., 1998; Scharf et al., 2012).
BinHoBneHHs OLIKOBOTO TOMEOCTa3y 3pocTarouolo KiabkicTio HSP npusBoauth 10
BuBLIbHEeHHSI HSPI0 Ta ix peacormianii 3 HSF1.

VY pocnun perynsiis ekcrpecii HSP BiiOyBaeThbCs 3a TAKUMU X OCHOBHUMU
npuniumnamu (Schoffl et al., 1998) 1, kpim Toro, 3'IBISETHCS BCe OLIBINE JOKA31B
roro peryinauii maneponamu HSP90. Tak, tpancren ProHSP90.1:GUS A. thaliana
3a 1HAYNHOEIPHUM TeHOM BiANMoBigaB Ha iHriOyBanHs HSP90 imaykmiero GUS
(Yabe et al., 1991; Yamada et al., 2007). Excripecito AtHSP90-1 Bu3HaYaIM TaKOK
y MyTaHTa 1o kouctutytusHomy AtHSP90-2 (Sangster et al., 2007). ¥V pocnus, sx1
eKCIIPECYIOTh JOMIHAHTHY HeratuBHy Gopmy AtHSP90-2, BusBisanu migBuiieHun
pienb HSP70 (Yamada et al., 2007). Iaribitop HSP90 wmononummiin I
(monocillin I) Buknukas aktuBarito cuaresy HSP101 1 HSP70 (McLellan et al.,
2007).

BaxnuBum MomenTom € Te, mo inriditopu HSP90 T'JTA 1 PAJl Buxmmkanm
akTuBalio 157 renis - He Tineku HSP70, HSP90, HSP101 i sHSP, a #i 1HIIUX,
eKCIIpecisi SIKUX 1HIYKYE€TbCsl BUCOKOK Temneparyporo (Yamada et al., 2007).
AHaJli3 MOCIIIOBHOCTEW MPOMOTOPIB IIUX T'€HIB MOKa3aB, M0 115 3 HUX MICTATH
nmjoHaitmenie oguH MotuB HSE3, To6T0 MoxyTh aktuByBatucs HSF. Ilei edekr
HE MPUTHIYYBaBCS IHTIOITOPOM TpaHCHAUli wHuKiIorekcumigoMm. lLle Bka3zye Ha
IHIYKITIIO TeHIB 3aBIIAKU akTUBaIlli koHCTUTyTHBHUX HSF, y HOpMI penpecoBanmx
HSP90. ITokazana acomiariist koHcTuTyTUBHEX HSP90 1 HSF B niuromnnasmi ta siapi
POCIMHHMX KJIITHH, a TAKOX 1X JUcouialis npH iHridysansi mamnepona (Yamada et
al., 2007). HakonuueHHs [I€HATypOBaHMX OLIKIB BUKJIMKAIO 3HUKCHHS
cnenudiuHol aKTUBHOCTI IIanepoHa, W0 JOBOAMUTH 3aJEXKHICTh KOMILIEKCY

HSP90-HSF Big KoHUEHTpauii HEHAaTHMBHUX OUIKIB B KiIiTHHI. Kpim Toro,
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onoxyBanast HSP90 migBumyBano remnoctidikicts pociaus (McLellan et al., 2007;
Yamada et al., 2007).

B niniomy, HaBeseHi JlaHi MiATBEPKYIOTh ICHYBaHHSI B POCIMHHUX KJIITHHAX
MexaHi3My aBToperyssimii reHHoi excnpecii HSP murozonsuumu HSP90, mo He
BUKJIIOYA€ 1CHYyBaHHA He3zasexxHux Big HSP90 perymstopuux nuisxiB. Pazom 3
TUM, LIl MexaHi3M 1 poiab HSP90 B HbOMY y pOCIHMH MarTh CBOi OCOOJIMBOCTI,
mepI 3a Bce, 3aBASKH OUIbINHM KiibkocTi wieHiB poauH HSP 1 HSF Tta ix
dyHkuioHanbHiM pizHopiaHocTi. HSF pocnuH po3pi3HAOThCA 3a cHemiaiizali€ero
[0 BIAHOLIEHHIO 1O PI3HUX CUTHAIIB 1 POJUIIO B MPOLECI PO3BUTKY CTPECOBOI
peakiii. Braxaerbes, mo iHaykuiss HSP y BiamoBiger Ha BHCOKY TeMrmeparypy
3MiACHIOEThCS TpaHckpuniiiHnumu (axrtopamu HsfA1, HsfA2, HsfA3 i1 HsfB1
(Scharf et al., 2012). [Ipu bOMy TOJOBHUMH 1HAYKTOPAMHU € YJIEHU MIAPOIUHU
HsfAl, Tomi six HsfB1 wmoaymioe ix axrtuBHicTh. Cunre3 HsfA2 1 HsfA3
aKTUBYETBHCS MPOTATOM PO3BUTKY CTpEC-peakuli Ta 3ade3neuye ii mocuieHHs (von
Koskull-Déring et al., 2007; Scharf et al., 2012). 3naiineno, mo HsfAl 1 HsfB1 3a
HOpPMaJIbHUX yMOB acoliioBanl 3 komrmiekcoM HSP90/HSP70. B xomi ctpec-
peaxiii IanepoHu TMEepPeKIIOYAal0ThCS Ha 3B'SI3yBaHHS HEHATHBHUX OLIKIB 1
BuBUILHAIOTE HsfA1 1 HsfB1, ski 3amyckarore ekcmnpecito HSP 1 psny HSF.
[TpunuuenHs ix ekcopecii 3aiicHIOeThea nuisixoM acowianii HsfA1 3 HSP70 1
HsfB1 3 HSP90. B pesynbrari, HsfAl nmepexonuts B HeakTuBHY (popmy, a HsfB1
HaIPaBIIIE€ThCS Ha JErpaiallilo.

InnykoBanuit HsfA2 ¢opmye 3 HsfAl cymepakTtuBHUI TeTepoONiroMepHuit
KOMILJIEKC, 110 3a0e3Ieuye MOCUIICHHS! CTPECOBOI peakilii B yMoBax TpUBaJioi abo
noBTOpHOT 11T ynHHUKA. YacTtuHa Monekyn HsfA2 i1 cuntezoBanux de novo HSP70
1 HSP17 pe3epBytoThCcsi y BUIJISAI BHUCOKOMOJIEKYJISIPHUX arperatiB - TpaHyll
TEIJIOBOTO IIIOKY, MPU3HAYEHUX, WMOBIPHO, JJi1 BIJHOBJIEHHS OLIKOBOIO
romeocTtazy micisi Aii ctpecopa. Otpumano goka3u 3B'sizyBaHHs AtHsfA2 3
iaymuoensaum - AtHSP90-1  (Meiri, Breiman, 2009). Po30upanas rpanyn
TEIJIOBOTO IIOKY TaKOX 3IMCHIOEThCA 3a ydacTio komiuiekcy HSP90/HSP70

(Hahn et al., 2011; Scharf et al., 2012).
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Cunte3 HsfA3 3amyckaerbcsi mpu BHCOKIA TeMmIiieparypl Ta BOJHOMY
nedIuTi, 10 KOHTPOIIOEThCS TpaHCcKpuniinauM (pakropom DREB2A. Myraris,
ska mnopyuye ekcnpecito AtHsfA3, 3anobirana iupykuii HSPI01 1 sHSP,
HEOOX1THUX JUIS MPOTHII arperamii JeHaTypOBaHMX OUIKIB 1 BM)KMBAaHHS KIITHH
(Schramm et al., 2008). IToka3ano, mo AtDREB2A 1 AtHsfA3 1HIyKyHOTbCS TpU
iaridyBanui HSP90 (Yamada et al., 2007).

Hageneni daxtu cBimuath, mo mamnepoHun HSP90 He TibKM KOHTPOIIOIOTH
cTpecoBy iHayKIito HSP, ame 1 OepyTh yyacTh y peryJiisuii ii po3BUTKY 3a Ali
BHUCOKHX JI03 CTpecOopa Ta 3aBEpUICHHS TPU HOpMaJi3alii cuTyauii. 3 orisay Ha Te,
o iHrioyBanas HSP90 3amyckano Tpanckpumiiro He Tuibku HSP, a ¥ iHmmx

HSF-3anexxuux reniB (Yamada et al., 2007), mMo)Ha po3riasgaTH LMUTO30JbHI

HSP90 six perynstop peakxiiii TEIJIOBOTO MIOKY B O1IBII ITUPOKOMY CEHCI.

Takum ymHOM, (PEHOTHMIYHA MIACTHUYHICTH POCIWH € 3JaTHICTIO T€HOTHUITY
3MIHIOBaTH MOP(GOTeHETHYHY TpOrpaMmy eKcrpecii 1 peasi3oByBaTHCh B PI3HUX
dbeHoTUnmax 3a pI3HUX YMOB cepenoBHIla. BiamoBiib OpraHiaMy Ha 30BHIIIHI
nepTypoarlii cKiIagaeThesl 13 cTpec-peakiii 1 aganTarii. [[macTU4HICTH PO3BUTKY
HEPO3PUBHO TOB’SI3aHA 3 TAKUMHM XapaKTEPUCTUKAMHU OHTOrEHE3y SK Jiara3oH
CTIMKOCTI BHIy, HOpMa peakiii, KaHaJIi30BaHICTh 1 CTa0UIbHICTh (POPMOTBOPEHHH.
Pesynpratn  mocmijpkeHs — manepoHiB/HSP  mokasyrote a0o  J03BONSIIOTH
IPUITYCKATH Y4acTh IUX OLIKIB y 3a0€3Me4eHH] 3a3HaY€HUX 03HAK OHTOTEHE3Y.

Jlana pobGoTa cmpsiMOBaHa HAa BUBYEHHS PI3HUX ACHEKTIB (PYHKIIOHYBaHHS
mIanepoHiB y 3a0e3nedeHHl CTaOUIbHOCTI Ta IUIACTMYHOCTI POCTY 1 PO3BUTKY
pociuH. Ilpu upomy yBara 3ocepemxeHa Ha poaumnHax HSP70 1 HSP90, sxi
BIJIIFPAIOTh BAXJIMBY POJIb HA BCbOMY J11alla30H1 Bijl ONTUMAIbHUX 10 KPUTHYHHUX
ymoB cepepopuiia. Illaneponn HSP90 3apasku ix cyOctpartHiii cnerudigHOCTI
po3rmamaoThes Ak OydepHa cuctema, sKa 37aTHA OOMEXYBAaTH BIUIWB
CTOXaCTUYHUX TPOIECIB 1 TEHETHYHOTO MoiiMop(di3zMy Ha CTabUIBHICTH POCTY 1
(GOpMOTBOpPEHHSI Ta MIATPUMYBATH IUIACTHYHI peakuii. [HIIOHW BaXIMBOKO iX

(YHKLIEIO € 30aTHICTh KOHTPOJIFOBATU €KCIIpecito reHiB HSP. BUBUEHHS OKpeMux
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HanpsAMKiB ¢yHkiionyBanHs HSP90 B pocius i moegHaHHsS iX B paMKaxX €IHMHOTO
MeXaHI3Ma € BKpai akTyaJIbHUM.

AHani3 JaHUX JiTepaTypu Takox Mokasas, mo HSP70 3aiiMaioTh HeHTpasibHe
MOJIOKEHHSI B CHCTEMI INanepoHiB, (QPYyHKIIOHYIOTh B Koomepamii 3 HSP90 ta
BIIIrpalOTh KJIIOYOBY POJIb Y BIHOBJIEHHI SIKOCTI OlIKa KJIITUH MiJ Yac CTpecy.
Opnax 3qatHOCcTi HSP70 BritMBaTH Ha pIiCcT 1 PO3BUTOK 32 HOPMAJIbHUX YMOB JIOCI
IPHUIUISIOCH MaJIO YBary.

Ockiibkn HSP BBa)karOThCS CUCTEMOIO HeCEU(PIYHOI CTIMKOCT1, BaXKJIMBUM
€ MUTaHHS cHenu(iYHOCTI (YHKI[IOHYBaHHS OKpeMux ujeHiB poauHn HSP sk 3a
HOpMaJIbHUX, TaK 1 32 CTPECOBUX YMOB. AKTYaJIbHUM € BUBUEHHS OCOOJIMBOCTEN
(yHKLIOHYBaHHS IIANEPOHIB Y POCIMH 3 PI3HUM J1ana30HOM CTIMKOCTI Ta POCIUH

OPUPOTHUX MOy JISAIIIH.
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PO3JILT 3
MATEPIAJIY I METOJH JOCJI)KEHD

3.1. Pociimnamii matepiaJ

binbmia yactuHa AOCHIKEHb NpPOBEACHA 3 BUKOPUCTAHHSIM Arabidopsis
thaliana (L.) Heynh. (Brassicaceae). Bubip 1uporo Bumy 00yMOBICHUN
pO3MHU(PPOBAHUM T€HOMOM, MAJIUM PO3MIPOM HACIHHS, 3PYYHICTIO KyJbTHUBALIl
POCIIMH Yy CTEPWIBHUX YMOBAaX, PO3POOJICHOI METOAOJIOTIEI0 BU3HAUCHHS CTaii
pocty 1 ¢enomuoro anamizy. Exorunu Columbia (Col-0, maboparopHa iiHis) i
Landsberg erecta (Ler) BUKOpUCTOBYBaM JJis aHATI3y T€HHOI €KCIPECii 1 CUHTE3Y
OMKIB 3a cTpecoBuX yMOB. Ili exkoTumm Ta POCIWHH, BHPOIIEHI 3 HACIHHS
NPUPOIHUX TONyJSIid A. thaliana w’stu micuespoctanb M. KueBa 1 KuiBchkoi
00J1., BUKOPUCTOBYBAIH Il PEHOMHOTO aHami3y 3a BIuMBY iHTi6iTOpiB HSPIO.

Jliis oniaku yvacti okpemux HSP90 1 HSP70 y crab6inizarii pocTy, po3BHUTKY,
(OpMOTBOpEHHS, IUIACTUYHUX peaklid Ta CTIMKOCTI POCIMH BHKOPHUCTOBYBAJIU
3pobnieni Ha ocHOBiI exorumy Col-0 HokayT-myTantu 3 iHcepmiero T-JIHK:
SALK 007612  gna  AtHSP90-1,  SALK 147967  nna  AtHSP90-4,
SAIL 839 A08C1 mna AtHSP70-5 1 SALK 082815C nmns AtHSP70-14. [ns
aHaMi3y TKAHUHOCTIEIM(IYHOCTI €KCIpecii TeHIB BUKOPHUCTOBYBAIM TPAHCTEHHI
JIHIi, 1110 MICTSTh CUTHAJILHUHN TeH uidA, sikuil koaye hepMeHT P-TIIIOKYpOH1Ia3y
(GUS): GT_3 103910 nmna AtHSP90-2 ta GT_5 106091 nmna AtHSP70-10.
Hacinua Ler, MyTaHTHUX 1 TPaHCT@HHHMX JIHIA OTpUMaHO 3 E€BPOIEUCHKOTO
ueHTpy HaciHHsA A. thaliana (Nottingham Arabidopsis Stock Centre, NASC,
BenukoOputanis).

Jlnst aHaumizy BIUTMBY 3MIHEHOi rpaBitaiii Ha cuHte3 HSP BukopucToByBamu
Pisum sativum L. (coptu amip Ta IHTeHCUBHUI).

Jliist anamizy 3B’A3Ky KiHeTWKM cuHTe3ly HSP 3 amanrtaniiiHuM moTeHIiagoM

BUny KpiM A. thaliana (Col-0) BUKOpUCTOBYBaIN:
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e Buu poauHu Malvacea — Malva sylvestris L. (manbBa sicoBa, copt KpacaBka) 1
M. pulchella Bernh. (manpBa mysnbxenna, paHHbOCTHTIUN copT CuibBa,
CTBOpPEHUN MeTojoM OaratopiuHoro ao6opy, aBtop /I.b. PaxmeroB); HaciHHs
orpumano Bin a.6.H. [I.b. PaxmeToBa;
® [IOBITPSIHO-BOAHUM BuA Sium sisaroideum DC. (Bex cuzapoBuaHuii, Apiaceae);
HACIHHS 30Upaau 3 POCIMH MPUPOIHOI momyssiii Ha 6epesi p. Ilckom 611 CMT.
Benuka barauka (ITonraBcbka 0011.);
e BoJlHAa pocnuHa Trapa natans L. (Bojgsuuil ropix, Trapaceae). [Ins anamizy
Opanu pocnunu 3 PycaniBebkoro kanany M. Kuesa.

TectyBanHsi cTaHy pOCIMH 3a JOMOMOrorp Oiomapkepa mpoBoAwiu i3 Salix
purpurea L. (Salicaceae), Malva pulchella Bernh. copt CunbBa 1 M. sylvestris L.
copt KpacaBka (Malvaceae), Epipremnum aureum Linden & André (Araceae),
Sium latifolium L. 1 S. sisaroideum (Apiaceae), Hydrocotyle verticillata Thunb.
(Apiaceae), Pistia stratiotes L. (Araceae), Trapa natans L. (Trapaceae).
BukopucrtoByBanu pocinunu S. latifolium 1 S. sisaroideum 3 TpUpOTHUX TOMYJISIIINA
Ha Oepesi p.llckon Oimst cmr. Benmmka barauka; pocivHU BIIKPUTOTO TPYHTY
M. sylvestris 1 M. pulchella 3 HantionanpHOTO 60TaH1uyHOTO caay iMm. M.M. ['pumika
HAH Vkpainu; pociunu Bigkputoro r1pyHTy S. purpurea 1 T. natans Ta
opamxkepeitHi pocnunu E. aureum, H. verticillata 1 P. stratiotes 3 GOTaHIYHOTO
cany iM. axan. O.B. ®omina HHI[ «lucturyr 6Oiosorii»  KuiBchkoro

HalllOHAJIBHOTO YHIBepcuteTy iM. Tapaca [lleBueHka.

3.2. Bin0ip 3pa3kiB AJi51 TeCTYBAHHS CTaHY POCJIMH

Jlnist aHami3y BUKOPUCTOBYBAIM 3€JI€H] JIMCTKH POCIIMH, 110 3a3HABAJIN BILTUBY
BUCOKOI TeMIlepaTypH, IMOCYXH 1 3aTOIJICHHS B NPUPOJHUX yMOBax abo B
excriepuMenTi. Bi0ip 3pa3kiB reTepodiIbHUX JIUCTKIB MOBITPSHO-BOJIHUX POCIUH
S. latifolium 3p1iicHIOBa)IM y BereTaiiiiHy ¢a3zy po3BHUTKY (TpaBeHb): BIIOUpad
3pa3Kyd MIJBOJIHUX JIUCTKIB, JIUCTKIB 3 YepelmkaMh y BOJI Ta HAJBOJHOIO

IUTACTUHKOIO Ta TOBITPSIHI JIUCTKU. J[7s TOpIBHSHHS POCIUH MPUPOJIHHUX
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NOMyJISIIA  ABOX BUIIB  Sium  BUKOPUCTOBYBaIM pociuHu . latifolium
pUOEPEKHOT BOJHOI CMYTH 1 CYXOJOJYy 1 CyXOJUIbHI poCIuHU S. sisaroideum;
BIIOMpAJId TOBITPSAHI JHUCTKUH 3-ro sApycy B a3y UBITIHHA-IUIOJOHOIIEHHS
(yumieHsb); B1AOIp 3pa3KiB MPOBOIWIM TpH Temneparypi noBiTps 24°C micis OB,
a Takoxx mpu Temreparypi 41°C 3a BiICYTHOCTI aTMOC(HEPHHUX OCAJIKiB MPOTITOM
TpuBaJIOTo Yacy. [umi 3pa3ku Binoupanu y cepmni 2010 p. O6pani ans TecTyBaHHA
pocnuHM S. purpurea 3pocTajy 3a YMOB IOMIPHOi Ta BHCOKOI BOJIOTOCTI IPYHTY
npu Ttemneparypi mnositpa 17°C. Pocmunu M. pulchella 1 M. sylvestris
3HaXOJAWJIMCh B YMOBAaX TPUBAJIOI MOCYXH MpH CEpPEAHIN JIEHHIM TeMIiiepaTypl
noBiTps 41°C Tta B ymMoBax momipHoi Bojorocti npu temneparypi 17°C. Pociaunu
E. aureum mignaBanuch BIUIMBY MOCYXW (THXIEHb O€3 IMOJUBY), 3aTOIUICHHS
KopeHeBoi cucteMu npoTsaroM TwxkHA npu 20°C Ta excnosuiii mpu 40°C npoTsirom
2 ron. ns tecryBanusa H. verticillata BUKOpPUCTOBYBAJIU POCIWHHU, AKI POCIU Y
BOJAl MpU TeMIlepaTypl BoAW miJg vac BiaOopy 3paskiB 21°C, Ha cywmi npu
temriepatypi noBitpss 20°C Ta BomaHl pocnuHu Ticis ekcrnonyBanHa npu 40°C
npotaroM 2 roja. Jluctku P. stratiotes BinOupaid 3 BOAHUX POCIUH MpU
temriepaTypi Boau 21°C Tta cyXoaiIpHUX POCIWH TpH Temmepartypi nmositps 20°C.
Jluctku T. natans 306upany 3 pOCIUH NPHUPOTHOT BOAOWUMU IIPU TeMIIEpaTypi BOJIU
20°C, a Ttakox micig ekcnonyBanHs 1pu 40°C mpotsrom 2 roxa ta npu 37°C Big 2
roa 10 2 ai6. 3pa3ku 3amopokyBaiu 1 36epiranu npu -70°C go anamnizy. HSP70 1
HSP90 Bu3Hauain 3a JOMOMOTOI METOAY BecTepH-OnoTuHry. IlapanensHo 3
BiIOOPOM 3pasKiB ISl aHATI3y OUIKIB BU3HAYAIM BMICT BOJU y TPYHTI, HA SKOMY

POCIIH POCIIMHHU.

3.3. BupouyBaHHsl poCJIUH

3.3.1. BupouryBaHHsl pOCJIMH B YMOBAaX CTePWJIbHOI KYJIbTYPH
B ymoBax crepmiibHOI KyJIbTypu €KCIEPUMEHTU NpoBOoAWIHN 3 A. thaliana.
Hacinng crepuiizyBanu 3 noBepxHi 70% eTaHOJIOM MNPOTATOM 2 XB 1 PO3UMHOM

rinoxaoputy (3% Cl) npotsarom 10 XB Ta BIIMUBAJIA CTEPUIIBHOIO JUCTHIHOBAHOIO
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BOAOK 5 pasiB mo 5 xB. Jlaml Bcl MaHINyJsALii 3 HACIHHSAM MPOBOJMIIM 32
CTEepWIbHUX YMOB. JlJii CHHXpOHI3aIlll MPOPOCTAHHA HACIHHA BUTPUMYBAIU Y
Bojiorux ymoBax mnpu 4°C mpotrsaroMm 2 nai6. 3a HEOOX1AHOCTI Ha I[LOMY eTarl
HaOpsKIIe HACIHHSA TigaBaid oOpoOKaM BHUCOKOK TemimepaTyporo, Y®-B ta/abo
1HKyOyBaJIi 3 aHTUO10TUKAMU.

VYV BcCIX eKcnepuMeHTax KpiM €KCIIEpUMEHTIB 3 MOJEIIOBAHHS BOJHOIO
nedInUTy MiAroTOBIECHE TaKMM YMHOM HACiHHS BUCAKyBanu y yamku [letpi Ha
cepenonuie, sike mictwio 0,5 MC, 1% mykposu, 0,8 % arapy, po3noauisitoun
piBHOMIpHO 10 momuHl (115 HaciHMH Ha KBajapaTHy damky 12x12cm) abo
niipHo. Yamku 3 HaciHHAM Tpumanu npu 21-24 C 1 dotonepioni 16/8 ron
(cBiTno/TemMpsiBa) TpHM  iHTeHcMBHOCTI  cBitma  100-110 Mxmomnb/m’c.  Jls

OCBITJICHHS! BUKOPUCTOBYBAJIA JTIOMIHECIICHTHI JIAMITH JIEHHOTO CBITIa.

3.3.2. BupouryBaHHsl POCJIMH B I'PYHTI

JlJist BUpOLTyBaHHSI POCIMH B TPYHTI BUKOPUCTOBYBaIM TOop(d ssHMI cyOCTpat
«YHIBEpCaAJIbHUI», IKMM MICTUB OpraHo-MiHepajbHe JOOPUBO JOBrOTPUBAJION Ali.
Ckiazi: BHCOKOSIKICHUM TOP(Q, BamHSAKOBE OOPOIIHO, MEPJiT, PIYKOBHH IIICOK,
OpraHo-MiHepajibHI ~ J0OpMBa 3  MIKpOEJIEMEHTaMH  IPOJOHTOBaHOI  ii.
ArporexHiuHi xapaktepuctuku: pH 5,5-6,5; azot 3araneauii (NH4+NO;3) - 80-140
mr/im;  dochop (P,Os) — 100-150 wr/m; xamit (K,O) — 140-180 wr/m;
MmikpoenemeHtTu — B, Cu, Fe, Mn, Mg, Mo, Zn. ¥V ropuuk aiamerpom 8§ cMm
nomimanu 75 r rpyHTty 3 BosoricTio ~70% (Bix cyxoi macu). Ha rpyHT nomimanu
MIJTOTOBJICHE HACIHHS ab0 mpopocTku. Pocnuuu BupoiryBanu npu 21-24°C 1 16/8
rog (CBIT/IO/TeMpsiBa) IpPH iHTEHCHBHOCTI cBiTaa 75-100 MxMmomb/mc. Ilepmruit
THXKACHb POCTY TOPIIMKK TOKPUBAJIM HEMPOHUKHOIO /IS BOJIOTH IUTIBKOIO IS
3amo0iraHHs MIBUIKOTO BUCHUXAHHS IPYHTY, Jajil BOJIOTICTb IPYHTY MiATPUMYBAIH

Ha piBHi 60-90% (Big cyxoi Macu) NUTSIXOM MOJHMBY Yepe3 MiJA0H ad0 Ha IPYHT.
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3.4. IIlpoBeeHHA eKCIIEPUMEHTIB

3.4.1. O6po0Oka iHridiTopammn

Hns  iaridyBanns HSP90 BuxopucToByBanmu aHTHOIOTHKM TelaHAMIIIH
(TOA, geldanamycin, C,y0H49N,O9, Mo M. 560,64 1/MOIB, MaKpOUMKIIYHUN
MOJTIKeTH 1, KoHcTaHTa aucoriamnii kommiekcy 3 HSP90 Ka = 1,2 MxM (Roe et al.,
1999), Sigma) 1 pamunukon (PAJI, radicicol, makposiakTOH, TPUPOTHUI
Makporukiiyauit antuoiotuk, CigH;7;ClOq, mon. M. 364,8 r/monb, Ko = 19 1M
(Roe et al., 1999), Sigma) (puc. 3.1). MaTouni po3urHN aHTUOIOTHKIB TOTYBaIU Y
mumetwicyiabokeual  (AMCO) B koHmenTpamii 1 mr/mi, ki jgam

BUKOPUCTOBYBAJIM JIJIsl IPUTOTYBaHHS BOAHUX PO3UMHIB MOTPIOHOT KOHUEHTpAILIli.

INenpanaminus, I'JIA Panunukoin, PAJ]

Puc. 3.1. CtpykTypHi popmMyiu reigaHaMiIiuHy 1 paguIiuKoIy.

CrepunizoBane, HaOyxye y BoAi mpoTsaroM 2 nai0 HaciHHS A. thaliana
1HKyOyBanu 3 0,5 M1 po3unHy aHTHOIOTHKA HEOOX1THOT KOHIIEHTpallil (BKa3aHO B
KOXXHOMY €KCIIEPUMEHTI) B MIKPOMpPOOipKax y CTEpUIbHUX YMOBAX MPU KIMHATHIN
TEMIIEpaTypl y TEMpsIBI NPOTAroM 24 rof. Y KOHTPOJI HACIHHS BUTPUMYBAIHU Y
BOJHOMY po3uuHi poszunHHMKa JIMCO ekBiBaJIeHTHOI KOHIEHTpallli abo y
CTepWiIbHIN AuCTUIBOBaHIN Bol. OOpo0ieHe HaCIHHS BUCAKyBajl Ha CTEPHIIbHE

CepeIOBHUIIIE.
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['TA mpotsirom 6 T0on y TeMmpsiBi 3a KiMHATHOI TemmepaTtypu. Ilicis oOpoOku

IPOPOCTKHU MPOCYIIYBaJIM, 3aMOPOKYBaJIH 1 30epiranu 1o aHanizy npu -70°C.

3.4.2. ExciepumenTH 3 eHOMHOro aHajidy izorennux Jiniii A. thaliana
npu inrioysanni HSP90

Sk 130reHHMII Martepiand BHKOpUCTOBYBanu Jjaboparopni jdiHii Col-0 1 Ler.
CrepunizoBaHe, cTpatuikoBaHe HACIHHA 1HKYOyBaju 3 PO3YMHOM aHTHUOIOTHKA.
['JIA BUKOpUCTOBYBaJIM B KOHIICHTpPAIISX 107; 5x107; 10°%; 5x10°; 107; 5x10™ M,
PAJT — B xommentpauisx 107; 10 107; 10°; 10° M. IpopomntyBaHHs HaciHHs i
PICT TPOPOCTKIB 3AIMCHIOBAIIOCH B YMOBAX CTEPUIIbHOI arapu3oBaHOi KYyJbTYpPH.
Anani3z QenotuniB mpoBoawiu Ha 12 g00y pocTy mnpopocTkiB. PeectpyBaiu
CXOXICTh HACIHHA, CTajli pOCTy MPOPOCTKIB 1 MOPQOJIOTiYHI 3MIHU CTEOIOBOI

yacTuHU. B KokHOMY BapiaHTi npoaHaiizoBano He MeHie 100 mpopocTKiB.

3.4.3. EkciepumMenTH 3 (EeHOMHOr0 aHajizy mojiMopgHoro marepiaay
A. thaliana npwu inrioyBanni HSP90
[TonimMopdHMiT MaTepia OTPUMAHO TPbOMA IIISTXAMH:

1. Hacinua pocnun npupoonux nonyrayiu. CrepuiizoBane 1 cTpaTtudikoBaHe
HaciHHA 1HKyOyBamu 3 2 MkM ['JIA. KonTtposnem ciysxkuio Haciaas Col-0.

2. Onpominenns ynompagionemom B (Y®-B) nacinna Col-0. HaOyxie
cTpaTu(diKoBaHEe HACIHHS Ha BOJIOTOMY (GUIBTPYBaJbHOMY Mamepi ONMpOMiHIOBAIN
Y®-B 3a nonomoroo nammu Philips TL20W npu intencusHocti 2,35 Br/M’. Jlosu
OTPOMIHEHHS, 00paHi 3TiJIHO 3 JiTepaTypHUMH BigoMmocTamu ([Janunpuenko, 2005;
I'pom3uncekuit Ta 1., 2007), cknagamu 0,017; 1,7; 4,1 KJI>I</M2. OnpomiHEeHHS
npoBoAWiIM B IHCTUTYTI KIITMHHOI Olosorii Ta reHeTtuyHoi i1HxeHepii HAH
Vkpainu. Ilicns onmpomineHHs HaciHHs 1HKYOyBanmu 3 5 MkM T'JIA. KonTtponem
ciy>xkuiio Heonpominene HaciHHs Col-0.

3. Onpominenna eamma-npomenuamu Hacinwsi Col-0 i Ler. Cyxe HaciHHA

. . . 60
OIIPOMIHIOBAJIM I'aMMa-IIPpOMCHAMMU B11 PpAaA10aKTHUBHOI'O 7KCPCiIa Co Yy 403ax 0,1,
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0,25, 0,5, 0,75 1 1 xI'p mpu motyxkuocTi 0,15 I'p/c. Jlo3u onmpomiHeHHsT 0OMpamu
3riiHO 3 JiteparypHuMu BigomocTsiMmu (I'pomsunckuii, 1989). OnpomiHeHHS
npoBoguian B IHcruryti  ¢i3uku HAH  VYkpainn. OnpomineHe HaciHHSA
CTepwiizyBayn, CcTpaTudikyBaind, oOpoOisim antubiotukoM: 5 MkM T['JIA 1
10 MM PAJI. KoHTponem cnyXWwio HEONPOMIHEHE HACIHHS BiJIOBIIHUX
€KOTHIIIB.

[IpoporryBaHHsI HaCiHHS 1 PICT MIPOPOCTKIB MPOBOJUIN B YMOBAX CTEPHIBHOI
arapusoBaHoi KynbTypu. Ha 11-12 noOy pocty peecTtpyBanu CXOXICThb HAaciHHS,
CTaAll poCTy MPOPOCTKIB 1 MOP(OJIOTIUHI 3MiHM CTE€0I0BOI YacTHHM, Ha 21 abo 24
00y - 4acTKy KBITY4YUX POCIIHH 1 cupy 6ilomacy, 3Baxxytouu no 20 abo 25 pociiuH.

ExcrieppuMeHTH POBOJMIN Y TPHOX O10JIOTTYHUX MOBTOPHOCTSIX.

3.4.4. ExciepuMeHT 3 BUBYeHHs BILIMBY iHrioysanuss HSP90 na picr i
po3BuTok pocsuH A. thaliana

CrepunizoBane HaciHHs A. thaliana (Col-0) BuTpuMyBaiu y BOJI MPOTITOM 2
116 npu 4°C, micng doro iHKyOyBanu 3 50 MkM I'JIA y TempsiBi 3a KIMHATHOI
TeMriepaTypu npotarom 24 rom; y KoHTpomi — 3 poszunHHukom JIMCO B
eKBiBaJICHTHIN koHIeHTpamii 2,8%. Jlami HaciHHS BHCAKyBald B TOPIIUKU 3
I'pyHTOM — 10 HACIHMH Ha ropliMK, 14 TrOpIIMKIB HA BapiaHT. ['OPILIKUKU CTaBWIN Y
MIJZIOH 1 HAKPUBAJIH MPO30POI0 MIIACTUKOBOIO KPHUIIIKOO IS ITIATPUMKH BOJIOTOCTI
y Tepiojl NpOpOCTaHHS HACIHHA 1 MEPIIMA THXKAEHb POCTy MpopocTKiB. Ilignonu
MOMIIIIAJIA Y POCTOBY Kamepy 3 Temneparyporo 22 + 1°C 1 poronepiomom 16/8 ron
(cBiTIO/TeMpsiBa) HpPH IHTEHCHBHOCTI CBiTiia 75 MkMoibs/M’c. Uepes TIDKICHb Yy
KO’)KHOMY TOPINUKY 3QJIHIIAIA TIO OJHOMY IMPOPOCTKY, BHOMpAIOYH MPH I[HOMY
HAWOMKYUN 10 TIEHTPY HOPMAJbHO PO3BUHEHUN mpopocTok. s panmomizarrii
YMOB MIKPOCEpPEAOBHINA KOXHI 2 J00M MPOBOAWIM TMEPECTAaHOBKY TOPILUKIB
BUTAAKOBUM 4nHOM. [IpoBeieHo 4oTHpH HE3aIEKHUX EKCTIEPUMEHTH.

Anani3z (peHoTuIiB 3A1MCHIOBANIN 1] Yac MEePEX0y POCIUH 0 TeHEpaTUBHOL
da3u po3BUTKY (KOJIW Tepiivil KBITKOHOC aocsaraB 1 cM) (Sangster et al., 2007).

PeectpyBanu BiK pOCHMH, KUJIBKICTh JIMCTKIB PO3E€TKH Ta ii JllIaMeTp, BU3HAYAIU



123
KOEeQIIIEHT KOPEISIIl M’k BIKOM POCIUH 1 KIIBKICTIO JJUCTKIB PO3ETKH 32 METOAOM

[Tipcona.

3.4.5. EkcnepumenTn 3 peHOMHOTro aHaidizy myrantiB hsp A. thaliana B
OHTOIeHe3i

JUia ananizy BBy okpemux HSP70 1 HSP90 Ha picT 1 pO3BUTOK pOCIHH
HACIHHA JIHIN 1HCepuiMHMX MyTaHTiB Asp 1 aukoro tumy (Col-0) A. thaliana
BUTPUMYBAJIM Ha BOJIOTOMY (uIbTpyBajibHOMY marepi npu 4°C mpotsrom 2 ni0,
micias 4oro nepeHocuiau Ha rpyHT no 10-20 HaclHMH Ha TOPIUMK, HAaKpUBAIU
TUTIBKOIO JIJIsL 3aro0iraHHs BHUCHUXAHHS y Tepiii 106w 1 tpuManu npu 22 + 2°C,
dororepiosi 16/8 rox (cBiTiao/TeMpsiBa) Ta iHTeHCHBHOCTI cBiTia 100 MKMOJIB/M C.
JI71st OCBITJICHHSI BUKOPUCTOBYBAJIM JIFOMIHECIICHTHI JIaMITH JIEHHOTO CBiTia. Yepes
10 1106 mIiBKy 3HIMAIM 1 3a7UIIand 1o 4-5 pocivH Ha ropuiuk. Ha KoHy JiHIIO
MPUXOJUIIOCH MO 8 TopuIUKiB. J{Jis panaomizailii yMOB MIKPOCEpPEIOBUILA KOKHI 2
100U TPOBOAMIM TIEPECTAaHOBKY TOPUIMKIB BHIAJKOBUM 4YHHOM. I[IpoTrsrom
OHTOTEHE3y TMpoBOAWIM aHaii3 ¢eHotumiB. [lpoBeneHO [Ba HE3AICKHHUX

EKCIICPUMEHTH.

3.4.6. ExcrnepuMeHTH 3 BIUIMBY BHCOKOI TeMIepaTypu B YMOBax
arapusoBaHol KYJbTYpH

Y po6oTi BUBUYANK Ait0 CyOJIE€TAIBHUX 1 MOTEHILINHO JeTaTbHUX (Ha MEXI1 3
JETAIBHUMU) 103 BUCOKHUX TEMIIEPATyp, sIKI MIA0MPATIU 32 JaHUMU JIITEpaTypH Ta
BJIACHUMHU M1JTOTOBYMMU E€KCIIEPUMEHTAMHU.

JIst OIIHKM TEeIUJIOCTIMKOCTI HaciHHS A. thaliana cTepuili3oBaHe HaOpsKIIe
HaciHHA 1HKYyOyBamu Ha BonsHik Oani mpu 48°C mporsarom 20-60 xB. Ilicns
BUCAJ)KyBaHHSI Ha CEPEJOBUINE IIOAHS PEECTPYBAIM BUKMBAHICTh HACIHHS, SIKY
BH3HAYAJIM 32 IPOKIBOBYBAHHAM 3apoAKoBoro kopens (Silva-Correia et al., 2014).

Jlist omiHKK 0a30BOi  TEIJIOCTIMKOCTI TPOPOCTKIB A. thaliana B ymoBax
CTEpPUJILHOT KYJIBTYpH YalllKU 3 MPOPOCTKaMu BikoM 5 abo 12 mi6 mimnaBanu i

45°C y Tepmocrati npu ocBiTiaeHH1 npotsarom 30-60 xB. it aHam3y 1HAYKOBAaHOI
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TEIJIOCTIMKOCTI MPOPOCTKIB IHAYKI[IIO TEMJIOCTIMKOCTI 3A1MCHIOBAIM MIIAXOM iX
iHkyOarii mpu 37°C npotsirom 1-2 rox 1 peamgantamii npu 22-24°C npotsarom 1-
2rox, micis 4doro mianaBanu nii 45°C mpotsrom 45 xB-2,5 roa. Sk kputepii
TEIJIOCTIMKOCTI  BUKOPHUCTOBYBAJIM  BIDKUBAHICTh (32  KUIBKICTIO  3€JIEHHUX
MIPOPOCTKIB) 1 PI3HUINIO B MacCl MPOPOCTKIB.

Jliss G10XIMIYHOTO 1 MOJIEKYJISIPHO-010JIOTIYHOTO aHalizy e(eKTiB BHUCOKOI
TeMIlepaTypu NPOpoCTKHu A. thaliana BikoMm 5-12 ni6 iHKyOyBayin y TepMOCTaTi
npu cyoneranbHiil Temneparypi 37°C, noteHuiitHo netanbHii Temneparypi 45°C, a
takoxk 45°C micias mnepenobpodoku mnpu 37°C 1 peanmanramii npu 22-24°C.

TpuBanictb 00poOOK BKa3yEThCS B OIUCI pe3yJIbTaTiB €KCIIEPUMEHTIB.

3.4.7. EkciepMeHTH 3 MO/IeJIIOBAHHS MPOrPecy0voro BOAHOro aedinury
B YMOBaX arapu3oBaHoOi KYJbTypPH

MopentoBaHHSI TPOTPECYIOUOTO BOJHOTO AC(IIIUTY B yMOBaX CTEPHIBHOI
KyJIbTYpH Ha arapu3oBaHOMY CEPENOBHUIII MPOBOIWIM 3 A. thaliana, six onucaHo
Bobrownyzky (2006). CtepuiibHe HAaCIHHS BHCAJ)KyBajll y KBaJpaTHI MIACTUKOBI
gamku [lerpi (12 x 12 cm) Ha cepenoBuie [ (MC, 4,5% uykposu, 1% arapy, pH
5,7). Ha upoMy cepeoBHUIIl MPOPOCTKH BUPOIIYBAIM TpoTsroM 6 mi6 10
PO3BUHEHHS CIM’SA0b 1 MEPEXOay POCIMH A0 aBTOTPO(HOTO >KuBIEHHS. [HII
YMOBH BIANOBiAanMu onucaHomy B 1. 3.3.1. 6-1000B1 MPOPOCTKH MEPEHOCWIH Ha
cepenouiie II (0,25 MC; 80 mn Ha wamky), 3anure mig kyrom 0,72°, mio
CTBOPIOBAJIO TPAMIEHT BUCHXaHHS 3BepXy BHH3. [IpopocTku po3minryBaiud Ha
OJIHI TOPU3OHTAIBHIA JIIHIT 3 OJIHAKOBOI TOBIIMHOIO cepeloBHINa (2 CM BijI
BEPXHBOTO Kparo), M0 B MOJAJBIIOMY 3a0e3leuyBajo OJHAKOBI 3MiHH BOJHOTO
rpagienty. Yamku 3 mpopocTKaMu 3aKkpuBaiu 1ei10(aHOBOO IUTIBKOIO (Sigma),
IPOHUKHOIO JJIsi BOJASIHOI Mapu Ta PO3MINIYBAIM BEPTUKAIBHO. Y KOHTPOJII
MPOPOCTKH MEPEHOCWINCH y yaliku 3 cepenonuina II (40 M) piBHOT TOBUIMHU 1
3aKpUBAIM TJIACTUKOBUMH Kpuiikamu. [licis mepecagku poCIMHU BHPOIIYBad

npotarom 5 ni0. IllonHa mpoTdarom mnepiogy MHOCHJIEHHS BOAHOTO Je(piLUTy
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BHUMIPIOBAIM JOBXHHY T'OJOBHOIO KOpE€Hs 1 BiAOMpanu 3pa3Kud MPOPOCTKIB IS

aHaJ13y TEHHOI eKCcIpecii.

3.4.8. ExkciepyMeHTH 3 BILUIMBY 3MiHEHOI rpaBiTamii

3.4.8.1. ExciepuMeHTH 3 BILIMBY 3MIiHEHOI rpasiramil i cBiT/Ia B yMOBax
arapu3oBaHOI KYJbTYPHU

BuBuenns BrumBy HSP90 y mmactuyHux — peakmisix pOCIMH — Ha

KJIIHOCTaTyBaHHS 1 rpaBICTUMYJISLIIO MPOBOJAMIIM B YMOBaX CTEPUIIbHOI KYJIbTYpHU

Ha arapu3OBaHOMY cepeloBULIl 3 A. thaliana NUKOro TUIY 1 HOKayT-MyTaHTaMU

hsp. OCKUIBKH OpIEHTAIlil POCTY POCIHWH Yy TMPOCTOPl PEryJIIEThCI JIBOMA

TOJIOBHUMHU (paKTOpPaMH — I'PaBITALIEIO 1 CBITIIOM, Ta 3a JAHUMHU JITEPATYPH BILIMB

HSP90 BusBnsiBcs B peakilisix pocnuH Ha oduasa dakropu (Queitsch et al., 2002).

B miit cepii ekcnepuMEHTIB CHMYJIAIiI0 OKpeMHuX e(eKTIB MiKporpasiTalli 3a

JIOTIOMOTOI0  O0epTaHHS POCIWH Ha TOPHU3OHTAILHOMY KiiHOCTaTi (2 00/XB)

JIOTIOBHIOBAJIM 3MIHAMH YMOB OCBITJICHHs. CTepuibHE HACIHHS BUCAKyBaJId B

yamku [leTpi Ha oHAaKOBIM BiACTaHI B OJHY JiHItO (10 10-25 HacIHMH Ha YalIKYy),

3aKpUBAIM KPUIIKOIO 1 BUTPUMYBAJIHU ~2 TOJ HA CBITJI /IS 1HIINAI] TPOPOCTAaHHS,

MICJIsL YOTO MOMIIaiy Ha 6 110 B YMOBHU OJTHOTO 3 BapiaHTIB:

1.  CrauioHapHuil piCT HOpU OCBITIEHHI (KOHTPOJIb): YalllKd pPO3MILIYBaJIN
BEPTUKAJIbHO  CTAIliOHApHO TakK, 100 HACIHHSA  3HaXOAWIOCS  Ha
FOPU3OHTANBHIH JTiHii, Ta BATpUMYBaIH pH ocBiTIeHH] 100 MKMOJIB/MC.

2. KuiHocTaTyBaHHS  NpU  OCBITJIEHHI:  YallKM  HPUKPIUIOBAIA  J10
TOPU30HTAIBHOIO KJIIHOCTATy Tak, 00 LIEHTP YalllKK 3HAXOJMBCS Ha OCI
0GepTaHHs, Ta KIIHOCTATYBAIM HPH OCBiTIeHH] 100 MKMOJIB/MC.

3. CramioHapauil picT y TeMpsBI: YalllkKd 3aropTajd y JaBa mapu (oiapru Ta
PO3MILILYBaIM CTAI[IOHAPHO BEPTUKAJIBHO TaK, 1100 HACIHHS 3HAXOJUIOCS Ha
TOPU30OHTANIBHIN JiHII.

4. KuiHoctaTyBaHHS y TEMpsBI: YalllKd 3aropTaid y JaBa mapu (QoJbru Ta

KJIIHOCTATYBAaJIH.
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KiiHocTaTyBaHHS 3 TOYKOBHM JDKEPENIOM CBITJIA: YAIllKW 3aropTaidl y JiBa
mapu GosibId, y Gosib3i 3 0THOr0 OOKY YallKu poOUId OTBIp J1aMETPOM 5 MM
JUIsl IPOHUKHEHHs cBiTia (puc. 3.2) Ta kiiHOcTaTyBaiu. OCKUIBKUA PO3MIpH
OTBOPY 3HAYHO MEHIIE BiACTaHI MK HHUM 1 IIPOPOCTKAMH, 1€ JTO3BOJISIIO
BBA)KATH MO0 TOUKOBUM JDKEPEIIOM, 1110, 33 PO3paxyHKaMu, 3a0e3neuye MoTiK

csitia ~ 0,05 mxmous/c (0,07 mm).

p

Puc. 3.2. Cxema kiiHOCTaTyBaHHs 3 TOYKOBHM JDKEpesioM cBiTia: 1 — OTBIip

niaMeTpoM S5 MM y poaib3i, SK0r0 00ropHyTa Yallka; 2 — HACIHHS.

HampukiHii — excrepuMeHTiB  mpopocTku  ¢otorpadyBaid, BU3HAYAIU

JOBXHHY KOpPEHA Ta TINOKOTWIS NIUIIXOM MpsIMOTO BHMIpIOBaHHA a0o0 3a

nornomoroto nporpamu Fiji (https://imagej.net/Fiji; Schindelin et al., 2012).

6.

Jlis anani3y rpaBiTporiyHoi peakuii kBaapaTHi yamku lletpi (12 % 12 cwm),
3aropHyTi y (Goiapry, pO3MIIIyBaJd BEPTUKAIBHO TakK, WI00 HACIHHS
3HAXOJMJIOCS Ha Topu3oHTaNbHIN miHii. [licnsa 4 ni0 pocTy 3a cramioHapHHUX
YMOB BIAMIYQJIM MICLIE3HAXO/KEHHS alleKCy KOPEHs Ta MOBEPTAJIMA YalllKu Ha
90°. Yepe3z 2 nobu mpopoctku ¢ororpadyBasu. Ha auritamizoBaHmx
300paKEHHSX BHM3HAYaJId KYT BIAXWJIEHHS aleKCcy KOpEHS BiJl HaIpsIMKY
poCTy [0 TOYaTKy TpaBICTUMYJSLIi 3 BHUKOPUCTAHHSIM MPOTpaMu
CorelDRAW X6. BinxuneHHs 3a HampsMKOM BEKTOPY TIpaBiTaiii (BHHU3)

BBaXXaJind IIO3UTHUBHUM, BiI[XI/IJIeHHSI BBCPX — HCIraTUBHUM.
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3.4.8.2. ExkcnepuMeHTH 3 BILUINBY KJIIHOCTATYBaHHA

Excnepumentn 3 P.sativum. Hacinas (coptu Jlamip Ta IHTEHCHBHUIA)
crepuiizyBaiu 0,5 % pozurnHom NaOCI npotsarom 10 XB 1 IpOMUBAJIA MPOTOYHOIO
TpyOOIpPOBiTHO BO0I0 1 roa. Jlami HaciHHS 3aropTajii y TPyOOYKH 3 BOJIOTOTO
GITBTPYBaAILHOTO  TANepy, OPIEHTYIOUM  MIKPOMiJ€ BHHU3, IMOMIIIATHA B
IUTACTUKOBUM CTakaH 1 mpopoiryBaiu B Tempsasl npu 20 + 1°C 3a cramioHapHHX
yMOB (KOHTpOJIb) ab0 mpu 00epTaHHI Ha TOPU3OHTAILHOMY KJiHOCTaTi (2 00/XB).
B excriepuMeHTi 3 BUBYCHHS BIUTMBY KJIIIHOCTATyBaHHS HAa MIPOPOCTKH BiJl TIOYATKY
IPOPOCTAHHS BiAOMpanHu 3pa3Ku Cyxoro HaciHHs Ta 1-, 2-, 3-, 5- 1 7-m0060BHX
npopoctkiB. Ilepen BimOOpoM 3apoJKOBHX OCEH 3 CyXOro HaciHHA MHOro
ButpumyBainu y Boai npu 4°C mpotsarom 30 xB. 3apoJKoBi Bicli Ta MPOPOCTKU
BIIIUISIIA BiJT CIM J101b Ha Xoyony. [[ns BimoKpeMIIeHHS «e(EeKTy MOJIOKEHHS
(edekTy cuMysbOBaHOI MIKpoOTrpaBiTallii) Bij «edeKTy oOepTaHHS» MOPIBHIOBAIU
eheKTH TOPU3OHTATHLHOTO 1 BEPTHKAIBHOTO KiiHOCTaTyBaHHs (2 00/xB). B
EKCIIEPUMEHTI 3 BHUBYEHHS €(EKTIB KOPOTKOTEPMIHOBOI'O KIIIHOCTATyBaHHS Ha
KJIIHOCTAT noMiany 3-1000B1 MPOPOCTKH, 3pa3Ku BinOupanu yepes 2, 4, 6, 16124
rof.

JUiss BUBYEHHS BIUIMBY KIIIHOCTaTYBaHHS Ha PEAKIII0 TEIUIOBOTO IIOKY
€T10JIbOBaH1 5-1000B1 MPOPOCTKHU P. sativum, BUPOLIEHI CTallIOHAPHO (KOHTPOJb) 1
py KJIIHOCTATyBaHHI, MijgaBanmu aii Bucokoi Temneparypu: 38°C (1,5 ron); 40°C
(1 1 2 rom); 45°C (2ron); 45°C (2 rox) micna nepenodbpooku 38°C (1,5 rox) 1
peapanrauii npu 21°C (2 rox). TemneparypHUM KOHTPOJIEM CIYKUJIU MPOPOCTKH,
BUPOIIEH] CTaIlloHapHO 1 npu KiiHoctatyBanHl nipu 20 + 1°C. 3pazku mo 100 mr
3amMopoxyBaiu 1 30epiranu npu -70°C 1o aHamizy OUIKIB.

Excnepumentn 3 A. thaliana. Haciaus Col-0 B uamkax Iletpi B ymoBax
CTEpPWIbHOI KyJbTYpH Ha arapu3oBaHOMY CEpEAOBHINI MPUKPIILIIOBAINA A0
TOPU30HTAJIBHOTO KIIHOCTAaTy TakK, I[I00 IEHTP YallKd 3HAXOAMBCS Ha OCl
obepranHs, Ta KimiHOcTaryBaiu tnipu 22+ 1°C, doronepioni 16/8 ron
(cBiTO/TeMpsiBa) mpu  iHTeHcHBHOCTI cBiTma 110 MkMons/M’c. Y  KOHTpOIi

NPOPOCTKH POCIH 3a CTalllOHAPHUX yMOB. 12-1000BI MPOPOCTKH MiJJIaBaIk Jii
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37°C npotsrom 0,5, 1 1 2 rog. Ilicisa TeniaoBoi eKCno3uuli 3pa3ku IPOPOCTKIB MO
80 Mr 3amoposkyBaiu 1 30epiranu npu -70°C 10 aHai3y TEHHOT eKCTpecii.

Jlis aHamizy TEpMOCTIMKOCTI MPOPOCTKIB 5- 1 12-71000BI IPOPOCTKH, IO
pociii 3a CTaIllOHApHUX YMOB 1 MpU KIIHOCTaTyBaHHI, migmaBanmu mii 45°C
npotsarom 45 xB. Ilicis 00poOkM damiku 3 TPOPOCTKAMHU TIEPEHOCUIIU B

CTaIllOHApHI YMOBH 1 pEECTPYBAIA BUKUBAHICThH MPOTITOM 6 Ai0.

3.4.8.3. EkcnepyMeHTH 3 MOJIeJIIOBAHHS Tineprpasiramii

5-n00o0B1 npopoctku P. sativum (c. I[HTEHCUBHMI1), BUPOILEHI B TEMpSBI MPU
22 + 1°C (iHme auB. BUINE), MiAJaBaId HEHTPUPYTYBAHHIO 3 MPUCKOPEHHSM 3, 7,
101 14 g mpotarom 15 xB 1 1 roa, BAKOPUCTOBYIOUU LIEHTPU(DYTY 3 OAKET-POTOPOM
paaiycom 0,65 m. YacTuHy MpOPOCTKIB 3aMOPOKYBAJIM B PIIKOMY a30Ti BiApazy
micis HeHTpUudyryBaHHS, IHIIY 4YacTUHY - Ticis peaganTtaiii. TpuBamicTh
peananTanii ckinagana 1,5 rog micnsa 15-xBuauHHOTO HeHTpUQyryBaHHs Ta 1,5 rox
1 24ron — micna 1-romuHHOrO 1EHTpU(dyryBaHHs. KoHTpomeM cimyxuiu

IIPOPOCTKH, 1110 POCIH CTALllOHApHO npu 1 g.

3.4.9. ExcnepumenTH 3 BHBYeHHsI KiHeTHKH cuHTe3y HSP y 3B’s13ky 3
aJanTaniiiHoIo 34aTHICTIO BU/IIB

Hacinns A. thaliana (Col-0), M. sylvestris, M. pulchella 1 S. sisaroideum
CTEpWII3YBaJIM 3 MOBEPXHI MociiioBHO 2 xB 'y 70% eranomi ta 10 XB y po3uuHi
rinoxiaoputy (3 % Cl), micis Yoro MPOMHBAIM MPOTOYHOIO BOJOTPOBITHOIO
Bogot0 30 xB. HaciHHS ManbBU MPOPOIIYBajlyd HA BOJOroMYy (DUIBTpYyBaIbHOMY
nanepi B vamkax Ilerpi npu 22°C, npopocTku BUcaKyBanu B IpyHT. Hacinus
A. thaliana BUTpUMYBaJIM y BOJIOTUX CTEPUIBHUX yMOBax y TempsiBi mpu 4°C
npoTsaromM 2 mAi0, micias 4oro BUCAKyBalu B IpyHT. Haciaus S. sisaroideum
ctpatudikyBanu npu 4°C mpoTsAroM 2 MICSIIB, MICAS YOro MPOPOLIyBajlud Ha
BosioroMy (inbTpyBaigpHOMY mamepi B damkax [lerpi mpu 22°C, mpopocTku

BUCA/KYBAJIM B IPYHT, POCIMHHU BUPOLIYBAJIU K CyXOAUIbHI. /[l eKciepuMeHTIB
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BUKOPHUCTOBYBAJIM 3-TUKHEBI POCIUHHU A. thaliana Ha cTajii po3eTKH Ta 4-TUXKHEBI
IOBEHUIbHI pociunu M. silvestris, M. pulchella 1 S. sisaroideum.

Pocnunu minmaBanu BIUIMBY BHCOKOI TeMIEpaTypu, 3aTOIUICHHS 1 MOCYXH.
st TeryoBoi OOpOOKM TOPIIMKU 3 POCIMHAMH 1HKYOyBalli B TEPMOCTaTi MpHU
37°C pi3Hi nepioan 4dacy a0 48 rog 31 30€peKEHHSIM PEKHUMY OCBITICHHS. B
eKCIEPUMEHTaX 3 3aTOIUICHHSIM PpOCIMHU TOMIIIAIA Yy BEIUKY TMOCYAUHY 3
BIJICTOSTHOIO BOJIOIIPOBITHOIO BOAOK Tak, 10O IpyHT OyB 3aHypeHUH Yy BOJY.
[Tocyxy cTBOprOBajdM WUIAXOM TIOCTYMOBOTO MiJCHXAaHHA IPYHTY MicCIsA
NPUITMHEHHS MOJUBY. 3pa3Ky JIMCTKIB BiAOMpaiu uyepe3 MeBHI MPOMIKKU Yacy BiJ
MOYaTKy €KCIIEPUMEHTY: NP TEIJIOBIN eKcro3ullli — 10 48 1o, Mpu 3aTOIICHHI —
no 10 110, npu BogHOMY Je(iLMTI — PIBHOMIPHO NPOTSATOM BCHOTO MEPioay 10
CTIKOTO B’SIHEHHS JIUCTKIB. 3pa3ku JIUCTKIB 1o 250-300 Mr BUKOPUCTOBYBAIIU TS
anamizy HSP, B exkcmepumentax 3 3aromieHHs — mie s a”amizy AJIl. B
EKCIEPUMEHTI 3 3aTomuieHHs S. sisaroideum pnst anamizy AJII' Takoxx BipOupanu
3pa3Kyd KOPEHiB. 3pa3ku 3amopokyBasu 1 30epiranu mpu -70°C nmo anamizy. B
EKCIIEPUMEHTaX 3 BOJHOIO Je(dILMTy MapanelibHO BiAOUMpald 3pa3Ku IPYHTY 1
JINCTKIB JUTSI BU3HAYEHHS BOJIOT'OCTI.

TenaocTiNKICTh POCIUH BU3HAYAIN 32 1X (1310JIOTITYHUM CTAaHOM uepe3 2 100U
peanantauii npu 22°C micig TemIoBOi ekcrno3ulii. CTIHKICTh 10 3aTOIJICHHS
BU3HAYAJIM SIK TIEP10J] 4acy BiJl MOYATKY 3aTOIUICHHS, 3a siKkuid TuHy0 50% pociuH.
CTiliKiCTh 10 TOCYXM BHU3HA4alu 3a BOJIOTICTIO TPYHTY, MPU SKIA BiI0OYyBaJOCh
B’STHEHHS pocnuH. i 1IbOro mapajenbHo 3 BiIOOPOM 3pa3KiB sl aHaANi3y OUIKiB
IIPOBOJIMIIM BU3HAYEHHS BMICTY BOJIOTH B JIUCTKax 1 IpyHTI. B ekcnepumenrtax 3
MaJlbBOIO JOJATKOBUM TOKAa3HHUKOM CTaHy POCIHUH CIy>)KMB BiJICOTOK >XKHBHX
JIUCTKIB.

Pocnunu T. natans 36upanu y npupoi, Ha PycaniBcekomy kanam M. Kuesa y
ounHil npu Temneparypl nositps 23°C 1 temnepatypi Boau 20°C. Llim pociuHu
MOMIIIAJIA B MOCYAWHY 3 PIYHOIO BOJOKO JJisi TPaHCHOPTyBaHHsA. Y yaboparopii
POCIIMHU MEPEHOCUIIM Y BIACTOSIHY BOJAOIPOBIAHY BOJY Ta BUTPUMYBAIM KIJIbKa

rogud npu temmneparypi Boau 20°C. Ilicas uporo yacTUHy 3 HUX 1HKYOyBamu y
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tepmoctari npu 37°C, 3pa3ku IUIACTHMHOK IUIABAKOYMX JHUCTKIB BIAOMpAIM udepes

PI3H1 IPOMIKKH Yacy MPOTATOM 24 TO/I.

3.5. BuzHayeHHs1 NOKA3HUKIB (i3i0/I0TiYHOT0 CTaHYy POCJIMH

BuznaueHHss BMicTy BOAM B JHCTKax i rpyHri. HaBaxky JMCTKOBHX
IUTACTHHOK 3Ba)KYBAJIM 1 IOMIIIATM B OIOKCH 3 TOMEPETHHRO BU3HAYEHOIO MAcCOIo,
BUCYITyBalid B cymwibHid madi npu 90°C go cranoro 3HadeHHsA. BMicT Boau
pPO3paxoByBaJM y BIICOTKAX JO CUPOi O10MacH.

Jlst BU3HAaYEHHsI BMICTY BOJM B IPYHTI HABAXKH IPYHTY IMOMIIIAJIA B OIOKCH
3 TOMEPEHHFO BU3HAYEHOIO MAaCOl0, BUCYIIYBaiu B cymuiabHIA madi npu 100°C
JI0 CTaJoro 3Ha4yeHHs. BaroBy BOJIOTICTh IPYHTY (W) — BIIHOCHUW BaroBUN BMICT
BOJIY B IPYHTI BU3HAuajiu SK BIAHOIICHHS Macd BOAU B IPyHTI (my) 0 Macu
TBepaoi (a3u T1pyHTYy (Mmg), BUpPaKeHE Y BiACOTKax abo y T Boau Ha 100T

a0COJIFOTHO CYXOTO IPYHTY: W = (my,; mg) 100.

BusHauyeHHsi Macu TPOPOCTKIB SIK XapaKTePUCTHKH  POCTOBOI
AKTUBHOCTI. /{711 BU3HAYEHHS Macu MPOPOCTKiIB A. thalian, BpaxoByIOUH iX Maiy
Macy, Bimoupanu 1o 10 abo 25 npopocTtkiB. [Ipu 11b0My TPOPOCTKH, 11O POCIH Y
Yamii B arapu3oBaHiil KyJbTypl, BiIOMpaiad MOCIIJTOBHO — 3JiBa-HaIpaBO Ta
3BepXy-BHU3. Takuii MiAXiA MO3BOJSB OO0 €KTMBHO OI[IHUTH LEHTPAIbHY
TEHJEHIII0 Ta PI3HUII0 MK BapiaHTaMH, XO4a IE€BHOIO MIpPOIO 3IJIAa/I)KyBaB

BapiabenbHICTh 1HIMBITyaIbHUX TOKAa3HHUKIB.

3.6. ®Penomumii anaJjisz A. thaliana

3.6.1. ®eHoMHMH aHAJI3 POPOCTKIB
AHani3 ¢GeHOTHMIB MPOBOAWIN 3 TPOpoCTKamMu A. thaliana, mo pociu Ha
arapM30BaHOMY CEPEOBHIII 3a CTEpUILHUX yMOB mpotsrom 10-12 xi6. B Hopwmi

IPOPOCTKM TAKOro BIKY MaroTh chopmoBaHi ciM’sgoii Ta [-2 mapu JIMCTKIB
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po3eTku. B koxxHOMY BapiaHnTi npoanainizoBano 100-350 npopoctkis. [ns anamizy
BUKOPHCTOBYBAJIU KUIbKICHI Ta SIKICHI O3HAKHU.

Kis1bKiCHI TOKa3HUKHU:

® BIJCOTOK IPOPOCIOr0 HACIHHS;

e CTajli pocTy NpOpOCTKIB 32 MeToAuKkoro Boyes et al. (2001) (taba. 3.1):
YacTtka npopocTKiB 3 MOP(HOJIOTIUHUMU BiIXUJICHHIMU:

® BIJICYTHICTH/JI0AATKOBA KUIbKICTh OPTraHiB;

® 3MiHU GOPMH 1 KOJILOPY CIM’S0JIb;

e 3MiHU (HOPMHU 1 KOIBOPY JHUCTKIB PO3ETKHU;

® 3aTpUMKa PO3BUTKY (HACTYIIHI JUCTKU HE BUJTHO);

e MopyueHHs: MOPGOIOTii TITOKOTHIISA,

® HEHOpMaJIbHA OpiEHTALIs] IPOPOCTKA;

e [OpyLIEHHS MOP(OJIOTii BChOr0 MPOPOCTKA.

Tabnuys 3.1
Cragnii pocty mpopoctkiB A. thaliana (Boyes et al., 2001)

Konn Ommc

0 Hacinus

0.1 [TosiBa 3apOoAKOBOrO KOPEHS
0.5 Pict 3apoaxoBoro KopeHs
0.7 ITosiBa rimoOKOTWIIA 1 CIM SII0JIb
1.00 [ToBHE PO3KPUTTS CIM’ST0ITH
1.01 1-i1 tucTOK po3eTku > 1 MM
1.02 2 JINCTKA PO3ETKHU > | MM
1.03 3 nucTKa po3eTku > 1 Mm
1.04 4 nucTtka po3eTku > 1 MM
1.05 5 TUCTKIB po3eTKH > 1 MM
1.06 6 JTUCTKIB pO3€TKHU > | MM
1.07 7 TUCTKIB pO3ETKH > 1 MM
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3.6.2. ®eHOMHMIi aHAJI3 POCJIMH MPOTATOM OHTOTeHe3y
Pocnunu niHii iHCepiitHuX MyTaHTIB Asp 1 nukoro tumy (Col-0) A. thaliana
BUPOILYBaJdu B IPyHTI. [[ns aHanizy BUKOPHCTOBYBAJIM KiJIbKICHI MOPQOJIOTiuHI
O3HAKH Ha JIBOX (pa3ax pO3BUTKY.
1. Ilepexia A0 reHepaTUBHOI CTaJli PO3BUTKY, KOJM MEPIIUNA KBITKOHOC JIOCSTaB
1 cm (Sangster et al., 2007):
® TPUBAJICTh BEr€TaTUBHOI (pa3H pOCTY;
® JlaMeTp PO3ETKH;
® KIUJIBKICTb JIUCTKIB PO3ETKH;
® pO3MIpU HAWUJOBIIOTO JUCTKA (IOBXKHMHA 1 IIMPHUHA JIMCTKOBOI IUIACTUHKU,
JIOBXKMHA Y€pelIKa, CIiBBIIHOIICHHS TOBXKHUH TUIACTUHKH 1 UepeIlKa);
2. Kinenp UBITIHHSA MEPIIOTO KBITKOHOCY:
® BIK POCJIMHHU;
® BHCOTa NEPIIOTO KBITKOHOCY;
® KUIbKICTh KBITOK Ha IIEPIIOMY KBITKOHOCI;
® KUIbKICTh OOKOBHUX T'1JIOK Ha MEPIIOMY KBITKOHOCI;
® KIJIBKICTh KBITKOHOCIB PO3ETKH;
® cepenHs JOBKUHA cTebsia (MIKBY3JIA) MK MEPIIUMU S CTPYUYKAMU MEPIIOTO
KBITKOHOCY, KoediuieHT Bapiamii (CV) 1nporo mnoka3HUKa SK O3HaKa

1HJIMBIAYaJIbHOTO IIIYMY PO3BHUTKY.

3.7. BioxiMiuHi MeTOIH

3.7.1. Bugisienns Oiika
Jist enexTpoOpeTHIHOTO PO3MOITY 1 BECTEpH-OJIOTHHTY PO3YMHHI OUTKH
excrparysanu 3a (Krishna, Kanelakis, 2003). 3amoposkeH1 3pa3ku TOMOT€HI3yBajlu
B OXOJIO/KEHIH MOpUENSHOBINA cTymii 3 OydepoM A eKCcTpakiii, KUl MICTUB
25 MM Tpuc-HCI (pH 8,0), 20 MM NaCl, 1 vM D]JITA, 1 MM mpoTeonpoTeKTOp
dbenunmetmicyiabdonin Gropun (DMCD), y cniBeigHomenni 200 Mk Ha 100 Mkr

pociuaHOTO Matepiany. ['omorenat nentpudyrysamu 15 xB pu 12000 g u 4°C.
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YacTuHy CynepHATaHTy BUKOPHUCTOBYBAJH JJIsI BUSHAUCHHS KOHIICHTpaIIii O1Jika 3a
metonoMm Bradford (1976). Ho amikBoT cymnepHaranTy goaaBaiu Oydep 0,125 M
Tpuc-HCI (pH 6,8), 4% nonemwmncynsdat Hatpiro (IJIC-Na), 20% raiuepun u 5%
B-MepkanToeTaHos y criBBiHOMICHH] 1:1.

[Tpu BuaiienHi 6uyka 3 MPopocTKiB P. sativum Oydep Ui eKCTpakIlii MiCTUB
60 MM Tpuc-HCI (pH 8,0), 60 MM mutiotpeiton, 2% JIC-Na, 15% mykpo3y i
2MM OMCO®. Tomorenar mporpiBaiv 3 XB Ha KUIUISYIA BOAsHIN OaHi Ta
uentpudyrysanu 10 xB npu 12000 g 1 4°C. BiIKOB1 €KCTPaKTH BUKOPUCTOBYBAIU
JUTS aHAITi3y CBKHME a00 3aMOpoKyBaiu 1o aHami3y mpu -20°C abo -70°C.

Hns IOA Oinku excrparyBainu y ¢ocdarHo-conboBomy Oydepi (DPChb,
pH 7.,4).

3.7.2. Enexrpodoperuynuii po3noaii 0isika B ITAAT

[lepen  amamizom 3pa3kum  Oinmka mporpiBamu  2xB  npu  90°C.
Enextpodopernunnii posnonin OinkiB npoBoaunu y 10% abdo rpamientHomy 10-
15% BepTukansHoMy nosiakpuiamingnomy reni (ITAATD) 3a neHatypyroounx ymMoB
(Laemmli, 1970) 3 Bukopucranusam Mini Dual Gel (Sigma) a6o Hoeffer Studier 11
(Amersham). AJIKBOTH, 110 HAHOCWJIM Ha Te€llb, MICTUJIHW OJIHAKOBY KIJIbKICTh
cymMapHoro Ouika, B pi3HUX aHamizax — Big 10 mo 50 MKr, y 3aJIe)KHOCT1 BiJl
po3MipiB remo. Enexrpodopernunuit 6ydep mictu 25 MM Tpuc, 250 MM Gly,
0,1% OIOC-Na, pH 8,3. Ilicnsa enexkrpodopesy rem ado 3abapsiatoBaiu Kymaci G-
250, abo BHUKOPUCTOBYBAJIM AJsl IMyHOONOTHHTY. {151 BU3HAUCHHS MOJEKYJISPHOI
Macu OUIKIB BUKOPHCTOBYBaau Habopu Mapkepi 6,5-116 k/la (Sigma) a6o 10-170

k/la (Fermentas).

3.7.3. BecrepH-0J10T-aHaTI3

[lepenoc Oinka 3 IIAAI mHa HiTpouemono3ny memOpany (Amersham)
3miicHroBanu B kamepi Wet Blotter (Sigma), 3amoBHEHOI TPUC-TIIIIUHOBUM
oydepom s nepenocy (47,9 mM Tris-HCI, 38,6 MM Gly, 0,0385 % JIJIC-Na),

npu 300 MA mpotsiroM 1 roa. SIKiCTh MEPEHOCY OLIHIOBAIN LUISXOM 3BOPOTHOIO
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3abapBieHHs OiKiB Ha MeMmOpani po3uuHoMm PSS (2% Ponseau S, 30% TXO, 30%
cynbdocaninuioBa kuciaora). Memopany dotorpadysanu 1 iepeHocunau B 0ydep
st 6nokyBaHHs (3% Owvaumit cupoBatkoBuit anbOymin (BCA) abo 5% cyxe
MOJIOKO y cTaHmgapTHoMmy (ocdaTHo-comboBomy Oydepi (PCB), pH 7,4) npu 4°C
npotsaroM Howi. J[Jig iMyHOJETeKIli BUKOPUCTOBYBaJIM MOHOKJIOHAJIbHI MHMINIAYl
antutina nporu HSP70 (H5147, Sigma) 1 HSP90 (H1775, Sigma), mo 3aaTH1
3B’SI3yBaTU $IK KOHCTUTYTHBHI, TaK 1 I1HAYIHUOENIbHI ITUTO30JIbHI 130(pOPMHU.
IMyHOXIMIYHY peaKIlit0 MPOBOJWIN MNPOTATOM 2 TOJ MpU KIMHATHINA TeMIepaTypl,
AHTUTLIA BUKOPUCTOBYBAIM B ONTUMAJIbHUX KOHIIEHTpAIlisfX. BTopuHHUMHI
aHTUTUIaMu Oynu anTu-mumadi [gG, 3B’s3aH1 3 610THHOM, y po3BeaeHHi 1:10000
(Sigma). Axtutina pospoawiu B ®Cb, mo mictuB 1% cyxoro mosoka. Ilicus
KOXHOT 1HKyOaIii 3 antutiiamu MmeMOpany Tpudi npomuBaiu B @Cbh, sikuii MicTuB
1% cyxoro momoka 1 0,1% Tween 20. BropunHi aHTUTLIA Bi3yami3yBaiu 3a
JIOTIOMOTOI0  €KCTPABIUH-TIEPOKCUIA3HOT CHUCTEMHU. AKTUBHICTh MEPOKCUAA3U
BUSBJISIA NUISIXOM 1HKYyOamii memOpanu B poszuuni 0,02% TeTpariapoxiopumy
3,3'-niamino0en3uauny (Sigma) i 0,02% nepexucy BogHio B utpar-pocharnomy
oydepi (pH 5,0). KonTposb 3a 04HAKOBOIO KIJIBKICTIO CyMapHOTo OuIKa y mpobax,
HAHECEHUX Ha rellb, 3J1HCHIOBAIM OJHHUM 3 TPhOX CIOCOOIB: HMUIAXOM MapaseibHO1
IMyHOJZIETEKIIIT aKTHHY; 3a OUTKOBUMHU Tpekamu, 3abapsienumu Kymaci B [TAAT;
3a OUIKOBUMU Tpekamu, 3abapBiieHuMu Ponseau S Ha MemOpaHi. AHami3 3pa3KiB

KOXKHOT'0O BapilaHTa MPOBOAWIN IOHANMEHIIE B 3-KpaTHIA MOBTOPHOCTI.

3.7.4. HatuBuuii esexktpodope3 Ta ricroximiude 3adapsiaenns A/’ B
reJii

Jlns  anamizy ankorodpaerigporenasu (ankoroib:HAJl-okcunopenykrasa,
A, K.®. 1.1.1.1) 0,3 r 1MCTOBOI MJIACTUHKHU po3TUpanu 3 0,5 MI po3uuHy A
rOMOTeHi3allii B 0XO0JIO/HKEHIM MOPIEISTHOBIN CTYIII 3 MAKOTOHOM. Po34nH MicTUB
0,1 M Tpuc-HCl (pH 7,0), 10% rmiuepun, 0,5% JITT, 1% Tpuron X100,
neHTpudyryBaau npotsrom 5 xB pu 5000 06/xB 1 4°C. 3aransHuil BMICT OiTKa B

CymnepHaTaHTi BuMiproBaiau 3a metomoMm Bradford (1976). Ha rens nanocwiu
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10 MKr cymapHoro Oinka KOXHOro 3pas3ka. HaTuBHMII eneKkTpodopeTHUHUN
pO3MOALT CyMapHUX PO3YMHHUX OUIKIB mpoBoawin B 6%-nHomy I[TAAT. s
BUSABJICHHS (epMeHTaTuBHOI akTUBHOCTI B rem 3a (Cantoc u gap., 2003)
BUKOPUCTOBYBAIM TICTOXIMIUHE 3a0apBIICHHS 3 PO3YMHOM, sikuii mictuB 10 MM
HA/L, 10 MM HniTpocuniii rerpazomniii, 10 MM denasunmeracynbdar i 0,6% etanon
y 1 M Tpuc Tpuc-HCI 6ydepi, pH 8,0.
binkoBi Ta i130epMEHTHI CHEKTPU aHaIi3yBalld 3a JOMOMOIOI IPOrpam
ImageMaster Total.Lab version 2.00 (Amersham) Tta GelAnalyzer 2010a

(http://www.gelanalyzer.com/).

3.7.5. I'icroximiune 3a0apBiaennss A/’ B kopeHsx

Jlnst Bu3Hauenus nokaiizaimii AJII" B KOpeHsSX BUKOPUCTOBYBAIH TCTOXIMIYHE
3abapBnenns 3a (Porterfield et al., 1997). Kinunku xopeHiB 3aBIOBXKKH 1-3 cM
1HKyOyBaM B MIKpornpoOipkax y po3uuti, 1mo mictuB 3 MM MgCl,, 1% 1ykpo3y,
0,6 MM HiTpocuHii TeTpazoiniid, | MM ¢enazunmeracynsdar, 0,5 MM HAJL, 2%
nomiBirUTmipoaiaoH, 0,01% Tein 20, 0,5 MM eranon B 20 MKM KakoJMIIATHOMY
oydepi (pH 7,4). 3abapsnenns npoBoauiau npu Temmeparypi 40°C y TempsBi
npotsiroM 40 xB. 3abapsneHi kopeHi ¢ororpadyBaiy 3a JONOMOTOI0 CBITIOBOTO

Mikpockony Stemi SV6 (Zeiss). Y Ko)kHOMY BapiaHTi aHaii3yBasin 7—10 KOpeHiB.

3.7.6. ImynodepmentHuii anaiis (IPA, ELISA)

Juis I®A HSP70 1 HSP90 BukopuctoByBasin excrpaktu Ouika y ®Cb
(pH 7,4). B miaroroB4oMy eKCHEpPHUMEHTI METOAOM TIOCIIJOBHUX PO3BEIACHb
O1JIKOBOT'O €KCTPAKTy BU3HAYEHO HAHOUIbII €(PEKTUBHY KOHUEHTPALIIID CyMapHOTro
oinka 15,6 mxr/miu. Ha ocHOBI bOro Ha IJIAHIIIET HAHOCW/IM AJIIKBOTH OLIKA IO
15,6 mxr B 4 anamituyHux noBTopHOcTsAX. [ns nmerexuii HSP70 1 HSP90
BUKOPUCTOBYBAJIM MOHOKJIOHaNbHI aHTuTina (auB. m.3.7.3) y @OCb npu
po3seaenHi 1:5000 1 1:400, BiamoBigHO. BTOpUHHUME aHTUTLIAMH CITY>KWJIA aHTH-
mumayi [gG, koH'roroBani 3 mepokcujazor (Sigma). BusBieHHS aKTHBHOCTI

NMEPOKCUAAa3u  TPOBOAMIA 33  JOMOMOTOI  cybctpaty  2,2-a3mHO-0ic(3-
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TIIIOEH3Tia30miH-6-CcynmbonoBoi kuciotu) (ABES, Sigma). OnTtuuHy miiapHICTH
peecTpyBaiu 3 BUKOPHCTaHHAM iMyHOodepMeHTHOro ananizaropa (Bio-Rad) mpwu

noBxuHl xBwil 405 aMm.

3.8. MoJiekyasipHO-0i0J10TiYHI MeTOAM

3.8.1. Anauaiz pparmenranii JHK inauBinyajJbHUX KJIITHH METO0OM IeJib-
MmikpoesiekTpodopesy (Meron [IHK-komer)

Amnani3 npoBoauiu 3rigHo 3 (Cerda et al., 1997; Menke et al., 2001; Khan et
al., 2002). IlpuroryBaHHsi cycIieH3li siiep NPOBOJAWIM Y TEMHINM KiMHATI 3
yepBoHUM  cBiTIIOM. 100-150 Mr  HaciHHS  OO€peXHO PpPO3AABIIOBAIM Y
MOPIEISTHOBIN cTymIl, noxaBanu 1 mi oxonomkenoro ®Ch (160 MM NaCl, 8 MM
Na,HPO,, 4 MM NaH,PO,, pH 7,0). I'omorenar mnepeHocwiu B CKJISHKY Ta
komuBanmu (~500 kon/xB) y mpomi 5-7 xB. Jlami cycneH3iro (uUIbTpyBaJd 4epe3
HEHIOHOBI QIBTPYBaNbHI CiTKU 3 po3mipamu mop 200 1 100 mxm. MikpornpoOipku
3 ginbTparoM nmomimanyd Ha i Ha 30 XB JUIS OCLAaHHS KpOXMaJlto 1 (hparMeHTiB
tkanuH. 100 Mk HagocanoBoi cycnen3ii 3MmimyBain 3 200 Mk temoi (42°C)
nerkomiaBkoi 0,8% araposu (Sigma), nB1 Kpamii wiei cymimi no 80 MK HAHOCHIIN
Ha TIPEJMETHE CKJIO, 3a3/1ajieTiib MOKpUTE MIiBKOIO 1%-i TyromnaBkoi araposwu, i
HAKpUBAJIM MOKPUBHUM CKeJblieM. [l 3acTUraHHs arapo3u MpeaMETHE CKJIO 31
3pa3kamu BUTpuMyBaiu nipu 4°C npotsirom 15 XB, micis 4oro o0epexHO 3HIMAU
NOKPUBHI CKeybls. [l mi3ucy KIITHH OpeIMETHE CKIO 13 3aJIUTHM B Tellb
matepiasioM Ha 30 xB momimanu B Tpuc-6opatnuii Oydep (Thb) (45 MM Tpuc-
oopar, 1 MM EJITA, pH 8,4), mo mictu 2,5% JJIC-Na. Ilicas nizucy ckiio
ButpumyBainu B TBb mporsrom 5 xB nns BupanenHsa J/IC-Na 1 nmomimanu B
enexktpodopetuuny kamepy 3 Thb. Enexkrpodopes nmposoawmu mipu 30 B (1 B/cm),
15 MA mpotsirom 4 xB. Ilicns enektpodope3y remi Ha CKJIl 3HEBOJHIOBAIU
nociitoBHO 'y 70% 1 96% eranoni nmo 5 xB 1 BucymyBanu npu 30°C. Ha cyxi
arapo3Hi rei HaHocwiad 1o 40 MKJI BOJHOTO PO3YHMHY OpPOMHUCTOrO €THII0

(5 Mxr/mn) mnsa 3a6apsienHs JJHK 1 mokpuBanu mOKpUBHHUM CKeJbIIEM. 3HOMKY
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JIHK-komeT mpoBOIMIM 3a JOMOMOTOI KOH(OKATHHOTO (IIyOPECIIEHTHOTO
mikpockony LSM 5 PASCAL (ZEISS, Himewuwna) mnpu 30iabimeHHi X 400.
JuritanbHi 300pakeHHST KOMET aHali3yBajid 3a JOMOMOIOK KOMI FOTEPHOI
nporpamu CometScore (TriTek CometScore Freeware 1.6.1.13), BusHauamu
noBxHHY xBocta kometu 1 % JIHK y xBocTi koMeTu (CymMapHa iHTEHCHBHICTb
3a0apBIIEHHSI XBOCTa KOMETH / CyMapHa IHTEHCUBHICTh 3a0apBICHHS BCi€E] KOMETH)
(puc. 3.3). B xoxnomy BapianTi BusHayaiu M = SE 1 SD 3 Tpbox He3anekHHUX

€KCIIEPUMEHTIB, B KO)KHOMY 3 sikuX BuMiproBaiu 100-125 saep 3 4 remis.

oTa

Q
H
=
©
5

o3

NoexuHa xBocTa

ABICT KOMETH

3aransHa goexuHa

Puc. 3.3. liarpamMa KOMETH 3 TOKa3HUKaMU, K1 BUKOPUCTOBYBAJIMCS JJIs1 aHAJI3Y B

nporpami CometScore.

3.8.2. Buaizienns 3araabHoi JIHK

3aranbny JIHK Bupimsumm I[TAB-merogom 3  neskumu  MoaudikallisiMu
(Weigel, Glazebrook, 2002). HaBaxky pocnunnoi Tkauunau (~100 Mr) po3tupanu y
mikpornpoOipii 3 500 mxn HTAB-6ydepy (2% LUTAB, 1,4 M NaCl, 20 MM E/ITA,
100 MM Ttpuc-HCI, pH 8,0). 'omorenat inkyOyBanu nipu 65°C npotsirom 30 xB,
Mics I[OTO OXOJOJDKYBAJIM 10 KIMHATHOI TeMmrieparypu 1 gomaBamu 500 Mk
cyminn  xymopodopm/izoaminoBuit  criupt  (24:1), mnepemimyBanu 1 xB 1
nentpudyryBamun 4 x8 npu 13500 o6/xB. Boany a3y mnepenocwnu y YuCTy

npoOipky, pomaBamu 0,7 06’emy 13ompomanony gans  ocamkenas JIHK,
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nepeMimryBany, iHKyOyBaiu 10 XB mpu  KIMHaTHIA — TeMmepaTypi Ta
uentpudyrysamu 15 xB npu 13500 06/xB. Ocan JHK npomuBanu 500 mxa 70%
eranony, ueHtpudyryBaau npu 10000 06/xB mnpotsirom 1 XB, cymnepHaTaHT
Bunansum, JJHK miacymysamu 1 po3unnsiim y 50 mxn 6ydepy TE (10 MM Tpuc-
HCI, pH 8,0, 1 MM EZITA). ITpobu 36epiranu mipu -70°C.

Konuentpaniro /JIHK BumiproBain cnekTpoOTOMETPHUYHO 3a ONTHYHOIO
uribHICTIO (E) mpu moexuni xBuii 260 Ta 280 uM Ha criekTpodotomeTpi CD-2000
(OKb Chektp) 3a cranmaptHoto Metogukoro. Ilpu E,q/Eyg ~1,8 mpoba JHK

BBaXajaCb AO0CTaTHbBO YHCTOIO.

3.8.3. Buaisienns 3arajabHoi PHK

Jnis 3ano6iranns nerpanamnii PHK po6oui moBepxHi nonepeaaso oOpoOasuim
RNAseZap (Thermo Scientific). Hapaxky pociuaHOro marepiany (~100 mr)
3aMOpPOXKYBaJIU Yy PIAKOMY a30TI Ta TOMOIEHI3YBalW Yy MOPLEJSIHOBIA CTYIII.
3aranpny PHK exctparyBamu 3 BukopuctanusM unniPREP Plant RNA Kit
(Analytik Jena) BimmoBigHO 10 1HCTpyKIii BupoOHuka. PHK posuunsim y
neioHi30BaHii Boi, BiTbHOI Bl PHKa3. [1po6bwu 36epiramm nmpu -70°C.

Sxicte Buainenoi PHK nepeipsuin ciekTpo@oTOMETPUYHO Ta 3a JOTIOMOT0I0
enekrpodopedy B arapo3Homy reni. OntuuHy winbHICTE mpemapaty PHK
BuMiproBaiu Ha criektpodoromerpi CD-2000 (OKB Crextp). Ipu Exeo/Engo > 2,0
npoba PHK BBaxkanach nocratHbo umnctor. Konuenrpatito PHK po3paxoBysanu

Ha OCHOBI CIEKTPO(GOTOMETPUYHUX JAHHUX 33 CTAHAAPTHOIO METOIUKOIO.

3.8.4. Enexrpodopes JHK B arapozHomy reui

Enextpodopernunnit  posnmonin  JIHK  mpoBogunm 3a  gomomororo
TOPU30HTAIBHOTO Telb-enekTpodopesy B 1,5% arapo3Homy remi B 0ydepi 1x TAE
(40 MM Tpuc-anerar, 2 MM EJITA, pH 7,5). Jns Bizyamizamii ¢pparmentis JHK no
TeNII0 JoAaBaad OpOMHUCTUH eThaii g0 KoHueHTpaii 0,5 Mxr/mn. J{ins HaHeceHHS
Ha renb anikBory JIHK 3mimyBamu 3 6x Oydepom s Hanecennsa JHK

(Fermentas, JlutBa). Jlns Bu3HaueHHS po3MipiB (parMeHTiB BHUKOPHUCTOBYBAIU
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mapkep Moiekynsaproi macu FastRuler'™ Low Range DNA Ladder (Thermo
Scientific). Enextpodope3 mnpoBoaunu npu Hampysi 5 B/cm mpotsrom 1 rog.
3o0paxeHHs enekTpodoperpaMm oTpuMyBaii B Y@ 3a nomomMorow I1udpoBoi

cuctemu DNA Analyzer ta koM toteproi mporpamu ULEAD Video Studio.

3.8.5. Eaexrpodopes PHK B arapo3Homy rei

Hns  BusHavyeHHs sikocti Buauienoi PHK  mpoBomunu  nmenarypyrouwmii
enexktpodope3 B 1% arapoznomy remi, mo mictuB 2,2 M dopmanbaeriay B
oygepi I (20 MM MOPS, 10 MM anerar natpito, 1 MM EJITA, pH 7,0). Ilepen
HaHECEHHsAM Ha renb 3 MK 3pasky PHK 3wmimyBamu 3 7 Mk cymimi amns
3aBanTaxxeHHs (0,2 mxn 50x Oydepy I, 1,75 mxn 37% dopmansaeriay, S5 MKI
dopmaminy, 0,01 Mk OpomMucToro etuiito), iHKyOyBamu mpu 65°C mpoTsarom
10 xB, micig yoro aoxaBanu 1 mxin Oydepy st nanecenHss PHK na reas (50%
rminepud, 1 MM EZTA, 0,1% Opomdenonosuit cuniid, 0,1% kcuneHuianom).

Enexpodopes mpooaunu npu Hanpysi 5 B/cm mpotsrom 40-60 xB.

3.8.6. KoncrpyroBanHsi mpaiiMepiB JJI51 aHAJII3y eKclpecii reHiB
Hyxneorunni nocaigoBuocti reHiB HSP70 1 HSPY90 A. thaliana 6panu y 6a3i

nannx Amepukancbkoro Hamionansnoro Lentpy biorexnomoriunoi Indopmarrii

NCBI (www.ncbi.nlm.nih.gov). Tlapu mpaiimepiB KOHCTpYIOBajIM 3a JOIOMOTOIO

komm’'torepHoi  mporpamu  IDT PrimerQuest Tool  (https://eu.idtdna.com/

Primerquest/Home/Index). BpaxoByrodi BHCOKY TOMOJIOTiIO T€HIB IUTO30JIbHUX

HSP90, xinbkicTh TpaHCKpUNTiB Tphox (AtHSP90-2, -3, -4) abo 4YOTHPHOX
(AtHSP90-1, -2, -3, -4) anamidyBaju CyMapHO 3a JOMOMOTIOI0 OJHI€iI Mapu
npaimepis.
Temneparypy Bignamy mnpaiimepiB (Ta) wa JHK po3paxoByBasim 3a
dbopmyIioro:
Ta=Tm—5°C,

ne Tm — Temmneparypa IUIaBICHHS IPaliMepy, AKY PO3PaxoBYyBaJH 3a JJOIIOMOI OO
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Tabnuys 3.2

I'en Kong AGI [TocninoBHICTh HYKICOTUAIB (Big 5° 10 3°) Ta, °C

AtHSP70-1 At5g02500 F: TGCCTACGGTCTTGACAA 56
R: ACCTGGATCAACACACCG

AtHSP70-2 At5g02490 F: TGGCCTTTCACTATCATC 52
R: TAGAAGTCAGCTCCACCA

AtHSP70-3 At3g09440 F: CCCTTCACGCTCAAATCT 55
R: TCCTCCAGCGGTTTCAAG

AtHSP70-4 At3g12580 F: TCAAGCGGATAAGAGTCACT 56
R: CTCGTCCGGGTTAATGCT

AtHSP70-5 Atlgl16030 F: TGTCGGAGTTTGGATGAAT 54
R: CTGTCTCAAGTCCAAGGCTA

AtHSP70-6 At4g24280 F: AGTGCCTTCTTCGGTACA 55
R: GGACACTCAAGCTTAACATTATT

AtHSP70-7 At5g49910 F: GGTGATCCTTGTTGGTGG 55
R: ATCTCAACGCTTGTCTGTC

AtHSP70-9 At4g37910 F: GCTGCTGCACTATCATATGG 55
R: CACGGAGGATACCACCTT

AtHSP70-10 At5g09590 F: CGTTTCCTCTCCTTTCTCA 54
R: TTTGGCTAGGTCTATTCCC

AtHSP70-11 At5g28540 F: ACTAAGATGAAGGAGACAGCT 56
R: ACTTGGTGCTGACTACTTAGA

AtHSP70-12 At5g42020 F: ACTAAGATGAAGGAGACAGCC 56
R: TTGGTGCTGACTGCTTAGA

AtHSP70-14 AT1G79930 F: AGAGCCAGAGCCAATAACCTC 55
R: TATCAAATACTTGGGAGCCCC

AtHSP90-1 At5g52640 F: GTTACCCTATCTACCTTTGGACCG 58
R: CTGCTTGTTGATGAGTTCCCAC

AtHSP90-2+ At5g56030 F: GCTACCCAATCTCTCTCTGGATT 58

AtHSP90-3+ At5g56010 R: GTACTCCTCCTTGTTGATCTCCTC

AtHSP90-4 At5g56000

AtHSP90-5 At2g04030 F: GTCACAAGGAGGTGTTTCTC 55
R: GCTAGTTCCCAATCCCAATAC

AtHSP90-6 At3g07770 F: GAGACAAGAACGAGGAGAAAG 55
R: AGTGCTGCGTCATACATAAG

AtHSP90-7 At4g24190 F: CTGGTGAGAACGATGAGAAG 55
R: CTGGGTCTGTGAAGAAGATG

AtHSP90c JuB. BuLIE F: GCTTTCCAAGCTGAGAT 52

(AtHSP90-1+ R: ACTTCCTCCATCTTGCT

AtHSP90-2+

AtHSP90-3+

AtHSP90-4)

AtUBQS AT3G62250 F: AACCCTTGAGGTTGAATCATCC 55

R:

GTCCTTCTTTCTGGTAAACGT

[Ipumitka. Ta — Temneparypa Bianany npaiMepis.
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nporpamu Thermo Scientific Web Tools. Hykneotuani mocninoBHOCTI ipaliMepiB
JUIs TiosTiMepasHoi Janiorosoi peaxiii (I1JIP) micist 3BopotHoi Tpanckpuriii (3T)
HaBeJieH1 y Tadmaumi 3.2.

['onoBaumu BumMoramu jo0 mpaitmepiB anst 3T-ITJIP y peansHomMy waci Oynu
BIICYTHICTh Hecnenudigynoro npoaykry I[IJIP, HeBenumka MOBKHMHA aMILIIKOHY,
omu3bka Tm MK IpaiiMepamu Mapu, BIACYTHICTb BTOPUHHUX CTPYKTYp, HassBHICTh
npu  enexkrpodopernyHoMmy aHamizl npoxaykty IIJIP ouikyBaHoro po3mipy i
BUpakeHuil mik Horo miasieHHs (Real time PCR handbook, Applied Biosystems,

http://www.ffclrp.usp.br/divulgacao/emu/real _time/manuais/Apostila%20gPCR-

Handbook.pdf). Hykneoruani mnocnigoBHocTi mnpaiimepis i 3T-IIJIP y

peanbHOMY 4aci HaBeeHo y Tabuuii 3.3. CrneundiuHicTh KOXKHOI apy NpaiMepiB
KOHTPOJIIOBAJIA 3a JIOIIOMOIOI0 aHaji3y KPUBOI IUIaBJIEHHS Ta €JIEKTpodopesy B
arapo3HOMY TeJli.

Tabnuysa 3.3

Ouaironykieoruani npaiimepu s 3T-IIJIP y peanbHomMy vaci

JloBxxuHa
Ien [TocainoBHICTE HyKICOTH B (Bl 5° 1m0 37) aMILTIKOHY, Ta, °C
IL.H.

AtHSP70-1 F: AAACCCTAGCCGCCTTATTC 104 57
R: GATAGCTGGTCCTTCTCCTTTAC

AtHSP70-2 F: AGCTTGTGAGAGAGCAAAGAG 103 57
R: ACGGGTGATTGGAGAATAGA

AtHSP70-3 F: GACATTAGTGGAAACCCGAGAG 26 57
R: GTCTGAGCCGTAGATGACAAAG

AtHSP70-4 F: AGGGCACGAACAAAGGACAACAAC 124 57
R: TCAGCCGACACATTCAGGATACCA

AtHSP70-5 F: GGAGCTATCTCTGGGCTTAATG 93 57
R: GGCCTTCGTACCCTTCTTATC
F: GTTACCCTATCTACCTTTGGACCG 60

AUHSP90-1 R: CTGCTTGTTGATGAGTTCCCAC 188

ji]}—gﬁggj i F: GCTACCCAATCTCTCTCTGGATT 239 >9

AtFISP90A R: GTACTCCTCCTTGTTGATCTCCTC
F: AACCCTTGAGGTTGAATCATCC 55

AtUBQS R: GTCCTTCTTTCTGGTAAACGT 426

[Mpumitka. Komm AGI sk B Tabmumi 3.2; Ta — Temmeparypa Biamary

npaimMepiB.
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CunTe3 BCiX mpaiiMepiB, BUKOPUCTAHUX Yy POOOTI, 31HCHIOBABCS KOMITaHIEIO
«Metabion International AG» (Himeuumna) 3a mnocepennunTBa «biomadrex»

(Vkpaina).

3.8.7. 3BopoTHa TpaHCKpUIILList
3araneHy PHK koxHOro 3pasky BukopuctoByBamu mis cuHTedy kJIHK 3a
nomomororo RevertAid First Strand ¢cDNA synthesis Kit (Thermo Scientific) 1

npaiimepy oligo(dT),, BinmoBiaHo 1o iHcTpykuii BupoOHuka. Cyminr 1 mxr PHK i

1 MK mpaiiMepy B 3arajgbHOMy 00°emi 12 Mk aeHaTypyBaim 1ipu 65°C npoTtsarom
5 XB, MICIA YOro MEPEHOCWIM Ha Jif, JoAaBaiu 4 MK 5X peakuiitHoro Oydepy,
1 mxx 1Hr161TOpY pubonykiiea3 RiboLock RNase Inhibitor (20 e.a./mxi), 2 Mk
cymimii 10 MM gHT®, 1 Mkn 3BopoTHOi TpaHckpunrtazu RevertAid M-MLV
Reverse Transcriptase (200 e.a./mxm). Cymim iakyOyBamu mipu 42°C mpoTsArom
1 rox, peakmiro 3ynuHsIM HarpiBaaHsaM 10 70°C mpotsrom 10 xB. Cunte3 x/IHK
npoBoauiIn 3a gonomoror ammiidikaropa Tepuuk (JAHK-Texnomorus, Pocis).
Otpumany k/IHK BukopucroByBanu sik marpuuto ais [1JIP a6o ITJIP y peansHOMY

yaci.

3.8.8. [TosiMmepa3Ha JJaHIIOTOBA peaKUis MicJs 3BOPOTHOI TPAHCKPUIIILl

Marpunero ais [IJIP coyxwna k/IHK, orpumana B pesynbrati 3T. Peaxiiro
OpPOBOAMIM 3 BUKOpUCTaHHSAM HaOopy peareHTiB PCR Master Mix (Thermo
Scientific) 1 ren-crenudiuynux npariMepiB (Tadi. 3.2) BIAMOBIAHO O 1HCTPYKIIIT
BUpoOHMKa. Peakiiiina cymiml, 3araibHUM 00’eMOM 25 MKJ Ha mpoOy, MicTuiia
1 mxn xJIHK, mo 0,5wvkxn 10 MkM po3umHy mnpsMOro i 3BOPOTHOTO TE€H-
cienudiuaux npaimepiB 1 12,5 mxkn PCR Master Mix. IIJIP npoBogunu 3
BUKOPHUCTaHHAM aMIuTipikaropa Tepuuk 3riIHO 3 HACTYITHUM IPOTOKOJIOM:

1. IlepBunna nenarypaiis npu 95°C, 2 xB;

25 mukimiB (ctamii 2-4):

2. BropunHa nenarypauis npu 95°C, 30 c;
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3. Bianman npaiimepis, TeMiiepaTypa oOupanach y 3aJ€KHOCTI BlJl TEMIIEpaTypu
r1aBieHHs npaiimepiB — Bij 52°C go 58°C (tabu. 3.2), yac Bianany — 45 c;
4. Enonrauis npu 72°C, 90 c;
5. ®dinanpHa enoHraris mpu 72°C, 5 xB;
6. 306epiranns npu 4°C 10 KIJIbKOX T'OJIMH.

KUIBKICTh TPaHCKPHUINTIB KOKHOI'O T'€HAa BHUMIPIOBAJIM B TPHOX HE3AJIEKHUX
010710T1YHUX 3pa3Kax 3 IBOMA-TPhOMA aHATITUIHUMHU TTOBTOPAMHU.

JUis aHanmizy cyMapHOI KUIBKOCTI TPAHCKpUITIB IUTO30JabHUX HSPI90 3a
(Yamada et al., 2007), BpaxoByr04H BEIUKUAN po3Mip amIutikoHiB (2072-2075 m.H.),
[1JIP mpoBoawsin 3 BUKOPHUCTAaHHAM TMpaiiMmepiB AtHSP9(0c 3riiHO 3 HACTyIMHUM
IPOTOKOJIOM:

1. IlepBunna nenarypaiis npu 95°C, 2 xB;
25 umkmiB (cramii 2-4):

2. BropunHa nenarypauis npu 95°C, 30 c;
Biaman mpaitmepis pu 50°C, 45 c;
Enounramis npu 72°C, 210 c;

dinanpHa enonraiis npu 72°C, 15 xB;

AN

36epiranss npu 4°C 10 KUTBKOX TOJIMH.

AtUBQS5 cayxuB pedepeHTHUM reHoM. [IpoaykTn amrmumidikamii po3auisiu
eJIeKTpo(Ope30oM B arapo3HOMy Telli, Bi3yalli3yBaH 3a JIOTIOMOTOK OpOMHUCTOTO
etuaito B Y® 1 ¢ororpadyBanu. Ouinky kuibkocti JHK B KOXHIH cMy3i
POBOJAMIIN LUISIXOM CKaHYBaHHS JUTITATILHOTO 300paXkeHHs eneKkTpodoperpam 3a

nonomoroto nporpamu GelAnalyzer 2010a (http:/ www.gelanalyzer.com/).

3.8.9. PecTpukuiiinuii anamniz amiutigikoBanoi kIHK

AwmmmidikoBani ¢parmentn kJIHK wotuprox muroszonsHux reHiB HSPIO,
cunre3oBanl metonoM 3T-IIJIP 3 Bukopucranusim npaitmepis AtHSP90c, pizanu
pectpuktazamu  Ecol471 (Stul), Xhol 1 BsulS5I (Clal) (ThermoScientific)
BIJIOBIJTHO /10 1THCTPYKIIi1 BUPOOHHUKA:

e Ecol471 (E, Stul) — caiit pectpukiii AGG*CCT.
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e Xhol (X) — caiit pectpukiii C*'TCGAG.
e Bsul5I (B, Clal) — caiit pectpukiuii AT"CGAT.
10 mxn xkIHK 1akyOyBasn 3 onaum 3 depMentiB npu 37°C npotarom 5 xs.
Oparmentu kJIHK micis peakiiii po3aiisiin B arapo3HOMy Telll Ta Bi3yalli3yBaiu
3a 10nmoMoror 6pomuctoro etuio B Y®. KiTbKiCTh TPAaHCKPUNITIB BUMIPIOBAIU B

ABOX HC3AJICKHHX 010JI0TTYHMX 3pa3Kax 3 1BOMa aHATITHYHUMU ITOBTOpaMH.

3.8.10. ITosrimepa3Ha JJaHIIOTOBAa peaKilisi MicJsA 3BOPOTHOI TPAHCKPUIILIl
y pe:xknMi peajqbHoro yacy (kiibkicua 3T-I1JIP)

Martpuuero nns kinekicHoi [IJIP Oyna x/[HK, orpumana y pesynsrari 3T.
Peaxiiro mpoBoaMIIM 3 BUKOPUCTAHHSM TeH-crierudiuaux mnpanmepis (Tadma. 3.3) 1
Habopy pearentiB Maxima SYBR Green/Fluorescein qPCR Master Mix (Thermo
Scientific) 3a iHCTpyKIi€l0 BupoOHHMKA. Peakiiiiina cymim 3araJibHEM 00’ €MOM
10 Mmkn Ha mnpoby wictmwia 0,5 mxn k/JIHK, 5 vxn Maxima SYBR Green/
Fluorescein qPCR Master Mix 1 mo 0,5 MKI OpsIMOro 1 3BOPOTHOIO TI€H-
crienudiunux nparimepiB (10 mM). TIJIP y pexumi pealbHOT0O 4acy IMPOBOJMIH 3
BUKOpHUCTaHHAM amiuTiikaropa iQ5 (Bio-Rad) 3rigHo 3 HAaCTynmTHUM MPOTOKOJIOM:

1. IlepBunna nenarypaiis npu 95°C, 2 xB;
40 mukmiB (cranii 2-4):

2. BropunHa nenarypauis npu 95°C, 20 c;
Biaman mpaitmepis mpu 60°C, 30 c;
Enonramis npu 72°C, 40 c;

®dinanpHa enonrailis npu 72°C, 4 xB;

AN

Pexxum kpuBoi mnasnenns: 95°C, 1 xB; 55°C, 1 xB; 40 nuxmniB mo 30 xB 3
nigiiomom temrnepatypu Ha 0,5°C y KO)KHOMY ITUKJI.

PiBens ¢uroopeciieHirii BUMIpIOBaJId Ha €Taml CHHTE3y aMIulikoHiB. [licis
amrutiikamii SKiCTh OTPUMAHOTO MPOIYKTY MEPEBIPSUIA 3a JIOTIOMOT'OK) BUBUCHHS
KpuBOi TuIaBieHHs (puc.3.4), a Takox enekTpodopesy B arapo3HOMy Teli.
KinbKICTh TpPaHCKPUMNTIB KOXXKHOTO T€Ha BHUMIPIOBAIM B TPbOX HE3AICKHUX

O10JIOTYHUX 3pa3Kkax 3 TphOMa aHAMTUYHUMHU moBTopamu. Excmnpecito AtUBQS
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BUKOPUCTOBYBAJIM SIK BHYTPIIIHIM KOHTPOJb JUIi HOpMaji3amii KIJIbKOCTI
TPAHCKPHITIB KOXKHOTO 3pa3ka. BiqHOCHUY piBeHb €KCIpecii IeHIB pO3paxoByBaln

MeTo0oM AACt BiIHOCHO pPIBHSI TPAHCKPHUIITIB Y KOHTPOJIbHOMY BapiaHTI.

Melt Curve Melt Peal
Too0 T T L T T T ] T

5000 [P .......... ......... , ......... _

s000 L. .7 B L e L]

RFU

-d(RFU)/dT

4000 i e - Y e e o

sooo ool L T

t t t t + + t + + t t t t T
&5 70 75 g0 85 a0 85 65 T0 75 20 88 80 a5
Temperature, Celsius Temperature, Celsius

Puc. 3.4. Ilpuxnaa kpuBuX 1iaBieHHs MpoayKTiB KiabkicHOi 3T-T1JIP.

3.8.11. Inentudikamia BcraBkn T-JHK, Big0ip roMo3urorHux
iHCepUiMHMX MYTAHTIB i mepeBipKa exkcnpecii reHis
Bin0ip romozurotnux miniil T-JAHK-myTanTiB A. thaliana no okpeMux reHax
HSP70 1 HSP90 3 xonekuii SALK i1 SAIL (NASC) (ta6n.3.4) mpoBoguiu
meronoM [1JIP.
Tabnuya 3.4

Ipaiimepu nuist renotumyBanis mytanTiB A. thaliana 3 T-IHK-BcraBkor

I'en Koo AGI (ﬁliIS{g E) Hyxneotuana nmocnioBHICTh, 5'—3'
AtHSP90-1 AT5G52640 SALK 007612 LP: TCAGACCCAACTTCAACATCC
(N507614) RP: TGACCAATGACTGGGAAGATC
AtHSP90-4 AT5G56000 SALK 147967 LP: CTGGAATTTGCATCTTTTTGC
(N647967) RP: GAGTATGGCTGGACTGCAAAC
AtHSP70-5 AT1G16030 | SAIL 839 AO08C1 | LP: AACATTGATTTGAGGAACCCC
(N867277) RP: AGTCGCTGAGGCTTTCTTAGG
AtHSP70-14 | AT1G79930 | SALK 082815C | LP: AGAGCCAGAGCCAATAACCTC
(N663129) RP: TATCAAATACTTGGGAGCCCC
[Mpaiimep, cienudivanii 1o T-JJHK (SALK) LBb1.3: ATTTTGCCGATTTCGGAAC
LB3:
[paiimep, cneundivanii o T-JAHK (SAIL) TAGCATCTGAATTTCATAACCAATCT
CGATACAC
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Jns peakmii BukopuctoByBanu cnerudiuni go T-J{HK mpaiimepu LBb1.3
(SALK) 1 LB3 (SAIL) Tta ren-cneuudiuni mpaiimepu, 1o (QIaHKYIOTh MicCIe
BctaBku T-JIHK. Cxema po3rairyBaHHs mpaiiMepiB IpeAcTaBieHa Ha PUCYHKY 3.5.
s ix KOHCTPYIOBaHHS BUKOPUCTOBYBaJIU SALK site iSect tool

(http://signal.salk.edu/tdnaprimers.2.html).

LB
T
LP RP
| — [ T-OHK ] -

MocnigoBHicTe JHK <«<— N —>

Puc. 3.5. Cxema po3sranryBaHHS MOCIIJOBHOCTEH, TOMOJIOTIYHHUX TpaiiMepam: LB —

npaiimep, cnienudiunauii 1o T-JIHK, LP 1 RP — ren-cnemnudiuni npaiimepu.

Puc. 3.6. Cucrema inentudikamii BctaBku T-JJHK 3 Tpboma mnpaiiMmepamu
LB+LP+RP (auB. puc. 3.5). Cxema (A) 1 ¢pparment enexrpodoperpamu (b) 3
npoaykrtamu IIJIP y remi: WT — nukwit tun, HZ - rereposurora, HM -

IoMOo3uroTa.
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s imenTrdikamii ToMO3UTroT 3a BCTaBKor mpoBomawian [IJIP 3 Tppoma
npaiimepamu (LB+LP+RP) (puc. 3.6) abo mnpaiimepamu monapHo. Peakiiiiina
cymim mictuia 1 mxa JIHK (0,1-1 mxr), mo 0,5 mxin 10 MmxM npaitmepis 1 12,5 Mk
Master Mix (Thermo Scientific) y 3araneomy 06’emi 25 M. [1JIP npoBogmnm B
amrutiikaropi Tepiyk 3riJHO 3 HACTYITHUM MPOTOKOJIOM:

1. TlepBunna nenarypauis npu 95°C, 2 xB;
35 nukmiB (cramuii 2-4):
2. BropunHa nenaryparis npu 95°C, 30 c;
3. Bianan npaiiMepiB, TeMIiepaTypa BapioBajia y 3aJI€KHOCTI BiJl TEMIIEpaTypu
riaBieHHs npaiimepis Big 55°C no 58°C, yac Biamany — 45 c;
4. Enonrauis npu 72°C, 1 xB;
5. ®dinanpHa enoHraris mpu 72°C, 5 xB;
6. 306epiranns npu 4°C 10 KIJIbKOX T'OJIMH.

KonTtponem ciyxxunu pociivuau A. thaliana ekoruny Col-0, Ha OCHOBI1 SIKOTO
ctBopedi mi T-JIHK-myTanTH.

BianosinHicts po3mipiB npoaykTiB IIJIP nis Ko’kHOro MyTaHTa TEOPETUUHO
OYIKYBaHHMM IIEPEBIPSUIA 3a JIOMOMOTOI0 €JIeKTpodope3y B arapo3Homy reli (puc.
3.7-3.10, A). BigcyTHicTh TpanckpunTiB HSP 101aTKOBO MiATBEPIKEHO METOJIOM
3T-IUIP na x/IHK, orpumanoi na PHK 3 10-12 mpopoCTKIB MyTaHTIB 1 JUKOI'O
tunty (puc. 3.7-3.10, b). Jlns mepeBipku TpaHCKpHUMINT 1HAYIHUOETHHUX TEHIB
AtHSP90-1 1 AtHSP70-5 dactuny npopocTtkiB mignaBanu 37°C mpotsirom 1 roj

JUTSL 1X THYKIIII.
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A M wWT Athsp90-1

o o o o
o o o o
+ + + +
o i) o i)
-l - - -l
B Athsp90-1

22°C 37°C 22°C 37°C
Puc. 3.7. Inentudikaiis roMmo3uroTHoi JiHii HoKayT-myTanta Athsp90-1: (A) TUIP
3 npaiimepom LB, cnenudiunum no T-IHK, 1 ren-cneundiunnmu npaimepamu LP

i RP; (B) 3T-TUJIP A¢HSP90-1.

Athsp90-4
— 1500
1080 —
— 850
755 —
— 400
__ 200
— 50
o o o o
o 1’ o 1’
+ + + +
o m o m
4 - 4 -
B WT Athsp90-4

Puc. 3.8. InenTudikaiis roM0o3UTroTHOI JiHIi HOKayT-MmyTaHTa Athsp90-4: (A) I1JIP
3 npaiimepom LB, ciertudiuanm no T-/IHK, 1 ren-cnenudiyaumu npaiimepamu LP

i RP; (B) 3T-TUJIP AtHSP90-4.
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A M WT Athsp70-5

1500 —
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850 —
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400 —

200 —
50 —
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o o 14 is
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o m o m
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B WT Athsp70-5

22°C 37°C 22°C 37°C
Puc. 3.9. InenTudikanis roMo3uroTHoi JiHii HOKayT-myTanta Athsp70-5: (A) TUJIP
3 nparimepom LB, cnenudiuaum no T-JIHK, 1 ren-cnenudiuanmu npaiimepamu LP

i RP; (B) 3T-IUIP AtHSP70-5.

A M WT  Athsp70-14 b <
n.H. :‘;
1500 — '*%
— 1075 - <
850 = <
748
wo_ _Amspm.m
200 —

Puc. 3.10. InenTudikamis roMo3uroTHoi JiHIi HOKayT-myTaHta Athsp70-14: (A)

50 —

LP+RP
+LB
LP+RP
LP+RP
+LB

I[IUIP 3 mnpaiimepom LB, cneuudiuaum o T-AHK, 1 ren-cnenudiyHumMu

npaiimepamu LP 1 RP; (b) 3T-IIJIP AtHSP70-14.
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3.8.12. Inentudikanis Bctapku DS y TpPaHCTeHHUX JIiHI
3a cxemorw, aHajoriyHoro cxemi BuszHauenHs T-J{HK, mnpoBoauiu
11eHTU(IKALII0 BCTaBKU TPAHCHO30HY gene-Trap Ds 13 curHaJibHUM TeHOM uidA,
o koaye B-rarokyponinazy (GUS), mig kKoHTposiaeM mpoMoTopiB reHiB AtHSP90-2
1 AtHSP70-10 y tpancreHHux niHid A. thaliana 3 xonexuii JIC Gene Trap (GT)
(NASC). Hns IJIP BuxopuctoByBamu mpaiimep Spm32c, cneuudiunuit 1o Ds-
BCTaBKH, 1 1Ba reH-cnenudiuni npaimepu (tabdi. 3.5). KoncTpyroBanHs mpaitmepiB
npoBoauian  3a npotokoioMm John Innes Centre Genome Laboratory

(http://signal.salk.edu/database/T-DNA/SM.435.pdf).

Tabnuys 3.5
IIpaiimepu nuis inenTudikanii rpancnozonnoi Bcrapku IHK y Tpancrennux

Jgimin A. thaliana

ABRCN

Ten Kon AGI (NASC N) HyxneoTnana mocaigoBHICTh, 5'—3'

AtHSP90-2 AT5G56030 | GT 3 103910 | SMF: ACTTGCACTAACGCCAAGTTC
(N166718) SMR: TGTCTTGTAACCGGCGAATAC

AtHSP70-10 | AT5G09590 | GT 5 106091 SMF: ATTTATCACAGCCGATGCATC
(N168513) SMR: TGATCTCGTTGAGATCATCCC

Spm32c:
TACGAATAAGAGCGTCCATTTTAGAG

[Tpaitmep, cnietudiuauii 1o Ds-BctaBku (GT)

KonTtponem ciyxunu pocivHua ekoTuny Ler, Ha OCHOBI SIKOTO CTBOPEHO Iii
TpaHcreHu. Bizyamizauwito npoaykriB  IIJIP  mpoBoaunum  3a  10IIOMOroro
eIEKTPOGOPETUIHOTO PO3MOALTY B arapo3HOMY Treli, 3a0apBiIeHOMY OPOMHCTHUM

E€TUJIIEM.

3.8.13. uToximiune 3a0apBJiieHHs B-riaokyponigasu (GUS)

Amnaniz mpoBommnu 3a (Weigel, Glazebrook, 2002) 3 Moaudikamismu.
[IpopocTkn TpancreHHux MiHiNA A. thaliana GT 5 106091 1 GT 3 103910
dikcyBanu y dikcaropi (4% dbopmansaerua 'y 0,1 M dpocharnomy 6ydepi pH 7,0)
npotssroM 30 XB Ha XOJOIy, MICIS 4YOTO KiUThbKa pasiB mpomuBanu y Oydepi Ta
iHKyOyBasin 3 cyOctpatHuMm po3uuHoM (0,05 M docdarauit Oydep, 1 MM
K4Fe(CN)s, 1MM  Kj3Fe(CN)s, 0,05%  5-O6pomo-4-xnopo-3-inaomnii-f-D-
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rmokypoHin (X-Gluc) y TempsiBi mpu KiMHATHIM TeMIiepatypi MPOTATOM HOWI.
[Ticns 3a0apBieHHsI MPOPOCTKH MPOMUBAIU JUCTUIHOBAHOIO BOOI0. XJIopodia 3
TkaHuH BigMuBaiu 70% eranonom. Ilpopoctku dortorpadysanu 3a J0MOMOTOO
kamepu Canon 700D 3 makpoo0’exktuBoM Canon EF 100 MM Ta mikpockomna Axio

Vision Zeiss (Himeuunna). B kosxkHomy BapianTi oocTexyBaau 10-20 mpopocTKiB.

3.9. CratucTtuyHa o0polOKa pe3yJbTAaTiB eKCIIEPUMEHTIB

CratucTuuHuil aHami3 gaHux 3fidcHeno 3rimao 3 (Pe6Gposa, 2002) 3
BUKOPHCTaHHAM makera Statistica 6.0. KigbkicH1 jaH1 NpejacTaBlIeH] Y BHIJISII
cepeaHboro 3HadueHHs (M), Horo crangaptHoi nmomwiku (SE) Ta crtaHmapTHOro
(cepennbo  kBagpatuuHoro) BigxwieHHsa (SD). OcranHe npuBOAMIM 32
HEOOX1THOCT1 TOKa3aTH PO3CISIHHS €JIEMEHTIB BHOIPKM HABKPYTH CEPEIHBOIO
sHaueHHsa. [1[006 oxapakTepusyBaTu IEHTPAIbHY TEHIEHIIIO, PO3KHU] 3HAYCHBb Y
BUOIPIII Ta acCUMETPII0 iX pO3MOALLY, MpeAcTaBIsu Meniany (Me), HIDKHIO Ta
BEpPXHIO KBapTWii [25 1 75%] Ta MiHIMyM-MaKCUMYM.

JIst MOpiBHSIHHA MIHJIMBOCTI O3HaK BUKOPUCTOBYBaJIM Koe(imieHT Bapiarii
(CV), sxuil J[0piBHIOE BIAHOIICHHIO CTaHAapTHOTro BiaxwieHHs (SD) no
cepeanboro 3HaueHHs (M) y BiICOTKaX.

Jliss TOpIBHSHHS JBOX HE3QJICKHUX BHOIPOK 3a KIIBKICHOI O3HAKOIO
BUKOPUCTOBYBaIM: t-kputepiit CT’10JieHTa, SKIIO J1aHl BUOIPKU MaId HOpMaJbHUN
pO3NOALT; B IHIIOMY BUIAAKY BHKOpuUcTOBYBanu U-kpurepii Mana-VYitHi. Ilpu
bOMY CTAaTUCTUYHY TIMOTE3y MNPO PIBHICTH AMCHEPCI BHU3HAYAIM 32 TECTOM
Jleena (o = 0,05).

JIyisi BUSIBIIEHHS JIHIKHOTO B3a€MO3B 3Ky MIXK KUIBKICHUMHU TOKa3HUKAMH
BU3HAyaau KoedimieHT kopensauii 3a merogom Ilipcona. IlopiBHSHHS JBOX
KOeQIIIE€HTIB KOpENALii A7l BCTAHOBJICHHS, UM € PI3HUIII HEBUIAJAKOBOI, TOOTO
TaKol0, M0 Mae O10JIOTIYHE 3HAYCHHSI, TPOBOIMIIN 3 BUKOpUCTaHHIM Statistica 6.0

3a (Pebpona, 2002).
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YacTku mNpopocTKiB 3 MOP(OJIOTIYHMMHU BIIXWICHHSMHU MPEICTaBICHI Yy
BUIJISIII BIAHOCHUX 1 aOCONIOTHUX BeJIWYUH. B 11bOMY BHUIIaAKy CTaTUCTHYHY
3HAUYLI[ICTh PI3HMUII MDXK BapilaHTaMU BHU3HAYAJId 3a JIONIOMOIOKO JIOBIPUYOTO
inTepBaiy 3a (Pedpona, 2002).

OnuodakTopHUi JCTICPCIMHUIT aHai3 (One-way ANOVA)
BUKOPUCTOBYBAIM ISl BUSHAYEHHS JOCTOBIPHOCTI PI3HUII MDK TpbOMa 1 OlIblIe
rpynamMu 3a OAHI€I0 03HaKkow. [[BodakTopHuil nucnepciinuii ananiz (Two-way
ANOVA) BUKOpHUCTOBYBaJM Il BA3HAYEHHS JOCTOBIPHOCTI PI3HUIL MIXK TPhOMA
1 OUTbIIIE TPyHIaMU 3a ABOMa O3HAKaMHU.

JloCTOBIpHICTH PI3HUIIb PO3PAXOBYBAJIM HA piBHI 3HAUyIOCTI p < 0,05, sSKI110

HE BKa3aHE IHIIE.
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PO3JILT 4
POJIb HSP70 T HSP90 Y CTIMKOCTI POCJIVH JIO 3MTH
HABKOJMIITHBOT'O CEPEJIOBHIIA

CyTtreBi BiaxuieHHs (aKkTOpiB Cepe/lOBUINA BijJl ONTUMAIbLHUX 3HAYCHBb y OIK
MEX [1ala30Hy CTIMKOCTI OpraHismy IMpsIMO YW OIOCEPEIKOBAHO MPHU3BOJATH /10
MOPYIIEHHS O1IKOBOTO romeoctady KimiTuH (Anekcanapon, 1985; Ananthan et al.,
1986; Liberek et al., 2008; Saibil, 2013). OgauM 3 KIIOYOBHX KOMIIOHECHTIB
CTPECOBOI peakIlii, mo 3ade3nedye 3aXuCT 1 BIIHOBIEHHS SKOCTI O17Ka, € THIYKITiS
cunte3sy HSP (Hendrick, Hartl, 1993; Becker, Craig, 1994; Maprynuc, I'yxxoBa,
2000; Frydman, 2001; Morimoto, 2002; Wang et al., 2004; Liberek et al., 2008).
[TimBuIeHHs iX BMICTY B KIITHHAX CHPHSAE TMOCHICHHIO CTIMKOCTI OpraHi3My a0
HECHPUSATIIMBUX 3MiH (pakTopiB ceperosuina. IIpore, He AUBISYUCH HA BEIUKY
KUIBKICTB JIITEpaTypu ILIOAO AOCHIKEHb reHHoi ekcrnpecli HSP, He Bucrauae
CHUCTEMHUX JIOCHI/KEHb BIAMNOBiMI OararowieHHux poauH HSP pocaun y
3a0€e3MeUeHHI J1ana3oHy CTIMKOCTI 3a Jii pI3HUX YMHHUKIB Ta y BHJIIB POCIHUH 3
PI3HUMH aJalNTUBHUMH BJIACTUBOCTSMH, B TOMY YHCJi, Y POCIMH TPHUPOIHUX

MOy JISIITIH.

4.1. Kinernka excnpecii HSP B mpopocrkax A.thaliana 3a BmiuBy

HECIIPUATINBUX YHMHHHKIB

I'enom A. thaliana mictuts 18 uneniB poauan HSP70 (Lin et al., 2001) 1 7
yieHiB poaunu HSPI90 (Krishna, Gloor, 2001). B koxHiil 3 poauH € OUIKU 3
PI3HOIO CYOKJITHHHOIO JIOKAJTI3alll€l0 - IIUTO30JII0/AIpa, UIACTH, MITOXOHAPIH 1
EP. Jlani nmitepaTypu cBiluaTh MpO CYTTEBY PI3HUINO B peakiii okpemMux HSP Ha
BIUIMB HECTPUATIMBHX (HaKTOpiB (Mepml 3a BCe TeMIepaTypHUX 3MiH) Ha
TPaHCKPUMIIAHOMY 1 TpaHcisIiitHoMy piBHiIX (Sung et al., 2001; Prasinos et al.,
2005; Charng et al., 2007; Banti et al., 2008). Onnak, Taki JOCJII)KEHHS YacCTIIIE €

OOMEXEeHHUMH y dYaci, TOOTO MPEeACTaBIAIOTH JHIIE MOYaTOK CTpec-peakiii abo
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CTOCYIOTBCSI OJIHOTO-/IBOX CTpOKiB. KopekTHo moOymyBaTH CUCTEMHY KapTHUHY 3a

pe3yibTaTaMu Pi3HUX JOCIIKEHb 3a3BUYail CKJIAJIHO Yepe3 aHai3 JIMIIE OKPEMUX

YJIEHIB POJUH 1 PO301KHOCTI B €KCIIEPUMEHTAIIBHOMY AM3aliHi, 30KpeMa, MpUupo/ii

Ta J03aX CTPECOBHX UWHHHUKIB 1 CTpoKax BimOopy 3paskiB. g 3’sicyBaHHSA

ocobnuBocTer PyHkuionyBaHHs okpeMux HSP y 3axucTti GiKOBOro romeocrasy

KIITHH TpUd TOCTYNOBOMY HAOMMKEeHHI (akTopa CepeloBHINAa [0 MEXI

BUTPUBAJIOCTI BUY MPOBEJCHO aHali3 KIHETUKU reHHoi excnpecii 12 HSP70 1 Bcix

9 HSP90 A. thaliana. JlocnieHo BIUIMB HAMBaXIMBIIIUX JIJIs1 POCIUH (HAaKTOPIB —

TEMITepaTypH 1 BOJIOTOCTI, 30KpeMa, BUCOKOI TEMIIEpaTypH 1 BOJHOTO ACPIIUTY.

Metoaom 3T-ITJIP Bu3Havyanu excrpeciro:

o ['eniB HSP70, mo xoaywoTh nurozoibHi AtHSP70-1, AtHSP70-2, AtHSP70-3,
AtHSP70-4, AtHSP70-5 i AtHSP70-14, nmnactunui AtHSP70-6 1 AtHSP70-7,
mitoxoHapianbHi AtHSP70-9 1 AtHSP70-10 Ta nokanizoani B EP AtHSP70-11
i AtHSP70-12.

e TeniB HSP90: 4 renu, mo konaywTh nuto3onbHi AtHSP90-1, AtHSP90-2,
AtHSP90-3 1 AtHSP90-4, mmacrumauit  AtHSP90-5, wmitoxoHapianbHU
AtHSP90-6 1 AtHSP90-7, nokanizoBanuii B EP.

4.1.1. Excnpecig HSP70 i HSP90 3a BniiuBy BHCOKOI TeMniepaTypu

3MiHa mporpaMu TeHHOi ekcrpecii B A. thaliana 3a mocTynoBOro MigioMy
TemriepaTypu nounHaeTbes Bumie 31°C, 1 Bxe npu 34°C NeTEKTYeThCS CUHTE3
HSP, saxuii pocsrae makcumanbHoro piBHs npu 37°C (KimoeBa, CamMoxBaJioB,
1990). Kpim Toro, momepenHsi 1HKyOalliss OpOpOCTKIB JaHoro Buay npu 37°C
Buxopasuu 3 nporo, remneparypa 37°C Oyna oOpaHa JiJis HAIIOTO JOCHIIKEHHS SIK
TaKa, 110 BIANOBIJIa€ MAaKCUMAIbHUM afallTalliiHuM 30aTHOCTIM A. thaliana. Jlns
BU3HAYEHHS TOTEHIIHO JIeTadbHOI 103U IIi€i Temmeparypu mis 12-10060BuX
npopoctkiB exoturmy Col-0 ix excmonyBamu mpu 37°C pi3HI mepioaud dyacy.
BucokoremneparypHa €KCIO3HIliSE MPOTAToM 24 roj MPU3BOAMIIA JIO 3aruodeni

MPOPOCTKIB y 4 HACTYIHI JOOM 32 HOPMaJIbHUX YMOB, TOJ1 SIK MICJIS KOPOTIIHMX
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EKCIIO3HINI TMPOPOCTKH 3aUINANKCh JKuTTe3natHumu (puc. 4.1). Ha mincrasi
nporo, excrosuiis npu 37°C mporsroM 24 1o B HAIIUX EKCIEPUMEHTax
BHU3HAYEHA 103010, OJM3BKOI 1O MEX1 CTIMKOCTI MNPOPOCTKIB IHOTO BHUJY.
Kinetuky excmpecii renis HSP70 1 HSP90 awnanizyBanu y nianazoni 0,5-24 rox

TEITIOBOT €KCHO3UII].

KOHTPOmb 2 8 24
TpuBanicTb TENNoBOI eKCrno3nuii, rog

Puc. 4.1. IIpopoctku A. thaliana (Col-0) uyepe3 4 100U ImiciIsl TEIUIOBOI €KCTO3HUITIT

PI3HOI TPUBAJIOCTI.

3T-I1JIP-anani3 BUSBUB NEBHUH piBeHb ekcpecii Bcix HSP7() 3a HOpMaJbHUX
yMOB, okpiM AtHSP70-5, tpanckpuntu sikoro npu 23°C He aetekTyBanucs (puc.
4.2, 4.3). OrpuMaHi JaHi NOKa3ylTh PI3HUNA BHECOK OKPEMHUX YJIEHIB POJAMH Y
(YHKI[IOHYBaHHSI CUCTEMHU IIAepOHIB 32 HOPMAJIbHUX YMOB Ta Y KOHCTUTYTHUBHY
cTiMKicTh KIITUH. [lepexitouenns Temmnepatypu Ha 37°C npu3BOIUIO 10 MIBUIKOT
1HAYKIi1 O1bIIocTi TeHiB y nepii 30 XB, MOCHICHHS iX TPAHCKPUMIIT IpOTsITrom 1-
2 rox 1 3HIKEHHS B mojanbiiomMy. BomHodac mpodinb excrpecii KOKHOTO reHa
MaB cBOi ocobOnuBocTi. Ekcmpeciss TeHIB LHUTO30JbHUX OLIKIB 3a3HaBajia
HaOUTBIIMX 3MIH NOPOTSATOM TEIUIOBOI E€KCMO3WLIi Ta Maja HaWOIbIl TeH-

crienr1yH1 BIAMIHHOCTI.
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AtHSP70-1

AtHSP70-2

AtHSP70-3

AtHSP70-4

AtHSP70-5

AtHSP70-6

AtHSP70-7

AtHSP70-9

AtHSP70-10

AtHSP70-11

AtHSP70-12

AtHSP70-14

AtUBQS

o

0,5 1 2 4 8
TpvBanicTe TENNOBOI ekcnoaunuii, rog

)
I

Puc. 4.2. Anani3 excnpecii reniB poaunu HSP70 merogom 3T-IIJIP B mpopocTtkax
A. thaliana (Col-0) mpotsirom excrio3utii ipu 37°C. KoHTpob - MPOPOCTKH, IO

3poctainu mpu 23°C (0 rox).
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1400 —e—HSP70-1
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= —e—HSP70-4
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2 —e—HSP70-10
Q400 - HSP70-11
o HSP70-12

200 - HSP70-14

0 ‘

0 0,5 1 2 4 8 24
TpuBanicTb TEMMOBOI €KCrno3uuii, roa

Puc. 4.3. I'padiune npencraBiieHHs pe3ybTaTiB aHATI3y KIHETUKU €KCITPECii TeH1B
poaunu HSP70 B npopoctkax A. thaliana (Col-0) npotsirom ekcriosuiiii mpu 37°C
(cepenHi 3HAYEHHS JIBOX HE3QJIEKHUX  EKCHEPUMEHTIB). Pi3HUUA  Mix
MaKCUMaJIbHUM 1 KOHTpOJIbHUM (0 TOJ) 3HAYEHHAMH KOXHOTO MPOQLIIO
CTaTUCTUYHO 3Hauymla IJis BCiX TeHiB, kpiM AtHSP70-14 (t-tect Ct’roneHTa,

p < 0,05).

Xapakrtep ekcrpecii KOHCTUTYTUBHOTO AtHSP70-1 cBIAYUTH PO HOTO MEBHY
aKTUBAIIIIO 1 MATPUMKY Ha BUCOKOMY piBHI mpotsiroM 24 roa. IloTyxHa mBHuaKa
IHAYKIIS OKa3aHa y KOHCTUTYTUBHOTO AtHSP70-2, npoTe 3 4acoM KUIBKICTh HOTO
MPHK nomiTHO 3HM)KyBanack. AktuBauis TpaHckpumnuii AtHSP70-3 BusBunacs
MOCTYIIOBOIO 1 OuIbI ToMipHOt0. B AtHSP70-14 Bin3Hauanyu JIWiie TCHACHINIO 10
aktuBauii. HailOmpmmii cTymiHp 1HAYKUID Ta HAHOUIbII BUPaXXEHUM MaKCUMyM
crocTepiranu B inayuubensuux AtHSP70-4 i AtHSP70-5. Ix ingykuis BinOysanach
MOCJTIJOBHO 3 HEBEJIIMKUM pOo3pHuBOM y 4aci. Tak, Tpanckpuntu AtHSP70-4 y manii

KUTBKOCTI JIETEKTYyBAJINUCA 32 HOPMAJIbHUX YMOB 1 IOCSTaIl BMICTY, OJU3BKOTO J0
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MakcuMasbHOro, npotsaroM nepmux 30 xB. Exkcripecito AtHSP70-5 3a HOpMaJIbHUX
YMOB HE BUSIBJISUIM, @ MAKCUMAaJIbHY HOro 1HAYKI0 Bigmivanu yepe3 1 roa. Cepen
TeHIB, 10 KOAYIOTh OLIKM OpraHell, OUIbII YYTJIMBUMH JO BUCOKOI TEMIIepaTypu
BUSBWIHNCH TeHU AtHSP70-9 1 AtHSP70-10 mitoxoHapianbHUX 1300opM. Y TeHIB
AtHSP70-11 1 AtHSP70-12, mo xoaywTh i3odopmu EP, Bigmiuanum mnomipHe
noctynoBe  30uibimienHss MPHK 3 neBHMM  MOCWUJIGHHSIM — HAMpPUKIHIN
JOCITDKYBAaHOTO TIEPioy.

[Toni6u1 mpodini ekcnpecii HSP70 A. thaliana y nepii 2 roj] €KCIO3UIIlT NpU
40°C otpumano iHmuMHu gociigaukamu (Sung et al., 2001). ABropu Biamivanu
MIBUJKY 1HAYKIiO Ouibinocti AtHSP70 1 meBH1 BIAMIHHOCTI B IMOJAJbIIIN
KiHeTuii. Takox mokaszaHo, mo pizke 30unb1eHHs piBHs MPHK Bu3HavaeTbes Bxke
yepe3 5-10 xB micas migiioMmy temmneparypu (Sung et al., 2001; Sung, Guy, 2003).
[Ipote axrtuBamis reHiB AtHSP70-6 1 AtHSP70-9 uuMmu nOCHiTHUKAMU He
cnocrepiranack (Sung et al., 2001), Ha BiAMIHY BIJl HAIIUX pE3YJbTATIB, SKI
MOKa3aJid HEBEJUKHM, ajle CTATUCTUYHO 3HAYYIIUH MiAHOM eKcrpecii WX TeHIB Y
nepui 1-2 rog.

Ananiz ponuau HSP9( Takoxx TpOJEMOHCTPYBaB reH-crenudiuni mpodim
excrpecii (puc. 4.4, 4.5). BpaxoByroui BUCOKY TOMOJOTi0 1uT030716HUX HSPIO,
ekcrpecito Tprox reHiB AtHSP90-2, AtHSP90-3 1 AtHSP90-4 ananizyBanu
CYMapHO 3a JIONIOMOTOI0 OJHi€l mapu npaitmepiB. [lepmn 3a Bce Tpeba BiAMITUTH,
10 TPAHCKPUITU BCiX HSP9( BUSBISUIMCH 32 HOPMAIbHUX YMOB, ane AtHSPY90-1 1
AtHSP90-6 — y wMamii KuUlbKOCTi. Y BIJINOBIb HAa BHUCOKY TEMIIEpaTypy
BiIOyBasach MOTYyXHA 1HAYKIIs reny AtHSP90-1, sika gocsrajia MaKCUMyMy 4epes
2 roa, mWicAs LbOTO 3HUXKYBAJIACh, 3AJMIIAIOYMCH HA BUCOKOMY pPIBHI 10 KIHUSA
excriosuiii. Panime Haralampidis et al. (2002) moBimomisui mpo BiJACYyTHICTh
excnpecii AtHSP90-1 B mpopocTkax y HOpMmi Ta #oro iHaykiiwo mpu 37°C
npotarom 1 roa. Cymapna kuibkicTe MPHK TphoX KOHCTUTYTHBHUX LUTO30JIBHUX
130(hopM TakoOX MOCHUITIOBANIACS TIPU CTPECI, aje MEHIIOK Miporo. 3 TeHIB OUIKIB
opraHen CyTTeBY akTuallito npotsroM 30 xB nokasyBaB AtHSP90-6, mo koxye

MITOXOHApiabHU  Oiok. TpaHckpumiis TeHiB OinkiB 1wactua 1 EP
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HiATpUMYBaJIach Ha BUCOKOMY PiBHI Ta 3a3HaBajia MEHII 3HAYHUX 3MiH. BaxxinuBo
TaKOXX BIAMITUTH, 10 KuUibKicTh MPHK reHiB, siki KomayroTh OUIKHM Oprasen,

3pocTala 3 HabJMKEeHHSIM 71034 (PaKkTopy /10 MOTEHIIMHO JIeTaJTbHOTO 3HAYEHHS.

AtHSP90-1

AtHSP90-2 +
AtHSP90-3 +
AtHSP90-4

AtHSP90-5

AtHSP90-6

AtHSP90-7

AtUBQS

0 0,5 1 2 4 8 24
TpwBanicTe TENNOBOI EKCNOo3uLii, roa

Puc. 4.4. Anani3 excrpecii reniB pogunu HSP90 metonom 3T-ITJIP B mpopocTkax
A. thaliana (Col-0) mpotsrom ekcnosumii npu 37°C. Ekcmpecito AtHSP90-2,
AtHSP90-3 i AtHSP90-4 ananizyBanu cymapHo. KoHTpoyib - HpOpOCTKH, IIO

3poctanu mipu 23°C (0 ron).
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Puc. 4.5. I'padiune npencraBieHHs pe3yJbTaTiB aHANI3y €KCIpecii TeHIB POJIMHU
HSP90 B npopoctkax A. thaliana (Col-0) mpotsirom excriosuitii npu 37°C (cepeani
3HAYEHHS JIBOX He3aJleKHUX ekcrnepuMeHtiB). HSP90-234 — cymapHuil piBeHb
MPHK AtHSP90-2, AtHSP90-3 i AtHSP90-4. Pi3Huns MK MakCHUMAaJILHUM 1
KOHTpOJIbHUM (0 r0oj) 3HAYEHHSIMU KOXXHOT'O MPOQUII0 CTATUCTUYHO 3HAUYIIA JJIs

Bcix reHiB (z-tect Ct’ronenta, p < 0,05).

JUiss BU3HAYEHHS PIBHS TPAHCKPHUIITIB LUTO30JbHUX HSP9() BUKOPUCTAHO
pectpukiiiauii aHam3 3a (Yamada et al., 2007). KiuibKicTh TpaHCKPHUITIB
4oTUpbOX TeHiB (AtHSP90-1, -2, -3, -4), Kl KOIYIOTh IIUTO30JIbHI 130(popMH,
BHU3HAYAJIU CyMapHO 3a JOMOMOTOI0 OHI€T mapu npaiimepiB (puc. 4.6). OTpumany
k/IHK migmaBamu pectpukiiii 3a cxemoro (puc.4.7). 3MiHU y pIBHI MPOAYKTIB
pecTpuKIlii, ki BianoBinawots AtHSP90-1 (puc. 4.8, A), miaTBepIuIu HOTO 3HAYHY
IHIYKITIFO, SIK 1€ BU3HAYCHO HAMH 3a JIOTIOMOTOI0 TeH-CHEIUBIYHUX TpaMepiB i
npeacTaBieHo Buile (puc. 4.4). Ananiz ekcrnpecii TphbOX KOHCTUTYTUBHUX TCHIB
TaKOX IMOKa3aB X aKTUBAIIIIO ITiJT BIUIMBOM BHCOKOI TeMIepaTypu. MakcuManbHUN

piBeab MPHK AtHSP90-2 netextyBanu yepe3 0,5 rox aii hakTopy, micist 4oro BiH
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noctynoBo cnanas (puc. 4.8, b). B AtHSP90-3 1 AtHSP90-4 makcuMyM BU3Haudalu

yepe3 2 roj ekcrno3utiii (puc. 4.8, B).

Mn.H.

s — 850
AtUBQS—> sl sl S s S s s — 400

— 200
— 50

0 0,5 1 2 4 8 24 M
TpuBanicTe TENNOBOT eKCno3uLii, roa

Puc. 4.6. 3T-IJIP-ananiz cymapnoi ekcrpecii reHiB HSP90c nuto30asHUX O1IKIB
HSP90 B mpopoctkax A. thaliana (Col-0) nporsarom exkcnosuiii mpu 37°C.
KonTpons - mnpopoctku, mo 3poctasn npu 23°C (Orom). M — mMapkep

MosekyssipHoi Mmacu JIHK.

B uinomy, pe3yabTaTH aHajidy peakiii TEelJIOBOr0 IMIOKY IOBHICTIO
BIIMOBIAAIOTh YSABJICHHSM IMPO Te, IO cTpecoBa iHaykuis HSP70 1 HSP90
COpsMOBaHAa Ha 3aXHMCT 1 BIJHOBIECHHS OITKOBOTO TOMEOCTa3y KIITHH NpU
30UIBIIeHH] KUIBKOCTI jaeHarypoBanux OuikiB (Hendrick, Hartl, 1993; Becker,
Craig, 1994; Maprynuc, I'yxxoBa, 2000; Fridman, 2001; Morimoto, 2002; Wang et
al., 2004; Liberek et al., 2008). Pazom 3 Tum, mpodisi excnpecii TeHiB HUX POIUH
MOKa3yloTh, M0 KOXKEH 3 HUX BiAirpae crnenudiuHy poyib Y PO3BUTKY peakiii
KJIITAH Ha BHMCOKY TEMIIEpaTypy — BiJ MOYaTKy CTpeCy [0 HaOJMKEHHS 03U
dakropa 10 Mexi cTikocTi. Tak, BUCOKHUI piBeHb TpaHckpuniii AtHSP70-1 3a
HOPMAJIbHO1 TEMIIepaTypy BIJAINOBIJIA€ YSBIEHHSM IPO HBOTO SK TOJIOBHOTO
koHcTutyTuBHOr0 HSP70 (Cazalé et al., 2009). BonHodyac HaMu mokaszaHe MEBHE

MOCHWJICHHSI MOT0 TpaHCKpUIIIii Bxke y nepii 30 xB TeruioBoro moky. [IIBuaka
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E
HSP90-1 1536 | 539
5 1086 X 986

HSP90- |
HSP90.3 214 1251 B 607
HSP90-4 214 , 1858

Puc. 4.7. Cxema pectpukuii kJIHK dotuprox reniB mutozoipHux HSPI0 (3a
Yamada et al., 2007). Uucna Bka3ytoTh KITBKICTh II.H. Y KO)KHOMY (pparmenTi. E —
cait pectpukuii st Ecol471, X - caiit pectpukuii ans Xhol, B - caiiT pectpuxuii

g BsulSI.
A
AtHSP90c —»
1536 n.H.—>
539 n.H. >
= i
AtHSP90c —>
i — 1500
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986 m.H.— : — 850
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— 200
B j
AtHSP90c —»
1858 n.H.—> — 1500
1251 n.H. = 850
607 n.H. —> o
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0 0,5 2 8 24
TpwBanicTe TENNOBOI €KCno3uuii, rog
Puc. 4.8. Excrpecis reniB nutozonsaux HSP90 B mpopoctkax A. thaliana (Col-0)
npotaroMm ekcno3uiii npu 37°C. AHali3 NOPOBOAMIM MHUISXOM PECTPHUKINT
cymaproro npoaykry 3T-IIJIP MPHK muto3onmsanx HSP90. PiBai 06’ emu kJIHK
0o0pobmsimu  pectpukrazamu: (A) Ecol47l (mna AtHSP90-1), (b) Xhol (mns
AtHSP90-2), (B) BSU15I1 (myis AtHSP90-3 1 AtHSP90-4).
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aKTUBALllSl Ta BUCOKUN PIBEHb HA MOYATKy €KCHO3ULIi KOHCTUTYTUBHUX AtHSP70-
2 1 AtHSP90-2 Bka3ylOTh Ha T€, III0 BOHM BHUKOHYIOTh POJb J0JaTKOBOIO
KOHCTHUTYTUBHOTO KOMIUIEMEHTY B paHHil peakiii. CIioM 3a HUIMH aKTUBYBaJlaCh
tpanckpuniiisas AtHSP90-3 1 AtHSP90-4. Excnpecis x AtHSP70-3 1 AtHSP70-14
MOCHJIIOBAJIACh 3a BUCOKOi 103M (hakTopa (B OCTAaHHBOI'O Ha PIiBHI TEHACHIIIT).
AKTHBalis y Nepili TOAUMHUA CTPECy TeHIB OUIKIB OpraHena 000X pOauH i TOBTOPHA
aKTHBAIliS KUIBKOX 3 HUX HAIPUKIHIN TEIJIOBOI €KCITO3MIT MOKa3y€e 0COOIMBOCTI
¢ynkuionyBanHs BianoBiaHux HSP y 3axucTi OLIKOBOrO KOMIIOHEHTa OpraHes.
Crig BIAMITUTH, 0 OUTHIN YyTIMBUMU 3 HUX BUSBUIIUCS TEHHU MITOXOHIPIAIbHAX
O1JIKIB.

BoueBuap, nudepeHuiiiHa exkcrpecis KOHCTUTYTHMBHUX TEHIB CyMapHO
MOCHWJIIOE 3arajbHy aKTHUBHICTH MYJy IMANEpPOHIB MPOTSATOM BCHOTO MEpioxy i
BUCOKOI TEeMIIepaTypu ax J0 Mexi cTikkocti. Pazom 3 TuM, 0coOiuBuUM
IHCTPYMEHTOM peakiii KIITHH Ha p13Ke NIJBUILEHHS TEMIIEpaTypH, SIKE BUKIUKAE
neHarypaiiro OinkiB, € iaaynubenbHi HSP (Serensen et al.,, 2003). Hamwm
BIJIMIYEHO TOTYXHY 1HAYKIIIO TPhOX T'€HIB: OUIbII WBUAKY B AtHSP70-4, piBeHb
TPAHCKPUINTIB IKOTO HAOJIMKaBcs 10 Makcumymy B mepii 30 XB, 1 gaii — 3aImycK
excnpecii AtHSP70-5 1 AtHSP90-1.

Takox Ba)JIMBO BIJ3HAYUTH, IO 4yepe3 24 roja TEIJIOBOI E€KCIO3MIII, sKa
BusBuiacs JeranbHoro, BMict MPHK sk HSP70, tax 1 HSP90 B KiiTHHaAX
30epiraBcsi Ha BUCOKOMY piBHI. MOXHa MNPUITYCTUTH, 110 3aru0enb MpOpOCTKIB
micas Takoi OOpoOKM OOyMOBJI€HAa TEpIl 3a BCE MMOPYLIEHHSAM NEBHHUX
HAWYyTIIMBIIIAX METAa0OIIYHUX NUISAXIB. 3 1HIIOTO OOKY, ICHYE MOJIUBICTH TOTO,
o HasiBHOI MPHK, a Tako» KJIITHHHOTrO MOTEHINaNy JJisl ii CUHTE3y de novo, 3a
KPUTUYHUX /103 YAHHHUKA CTA€ HEJOCTATHHO JJIsl 3a0€3MEUCHHS 3arajbHOrO PiBHS
AKTUBHOCTI CHCTEMH IIalepPOHIB, HEOOXITHOTO JJis 3B’SA3yBaHHS Ta PEePOIUHTY
HApOCTAI0UY0i KUTBKOCTI JIEHATYpPOBAaHMUX OIJIKIB, IO BEJE 10 MPOTEOTOKCUYHHX

HACJIIKIB 1 3aruoen.
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4.1.2. Excnpecis HSP70 i HSP90 3a BniiuBy BoaHoro gedinurty
Jlns aHamizy TeHHOI ekcmpecii B MpopocTkax A. thaliana 3a TOCYNITABHUX
YMOB BHUKOPUCTOBYBAJIM CTBOPEHY Yy BUIJIUII MOJENb IMITalli MPOrpecyrvoro
BOJHOTO JIe(pilIUTy B CTEPUILHOMY arapM3oBaHOMY CEPEJIOBHIII, 110 HaOIuXkae ii
0 JOuHaMiYHMX (GIyKTyaliid BMICTY BOAM B TPYHTI B TPUPOJHHUX YMOBax
(Bobrownyzky, 2006; bobposuutikuii, 2016). 3rigHo 3 1i€I0 MOAEIIIIO, 6-T1000B1
IPOPOCTKH MEPEHOCATHCS HA HOBE CEPEIOBHILNE 3 MEHIIOK KOHIEHTPALIE
KUBWIBHUX PEYOBUH (IMB. MeTOAUKY 1. 3.4.7 1 puc. 4.9), micist 4oro mocTyrnoBe
BHUCHUXaHHS cyOcTpaTy HpoTAroM 5 110 MpU3BOAUTH IO 3HHKEHHS HOr0 BOJIHOIO
notenmiany 3 — 0,034 Mlla no — 0,743 MIla i1, sik pe3ynbTaT, 3HHKEHHS BOJTHOTO
notexiiany npopoctkis Big — 0,12 MIla go — 0,22 MIla (boOpoBHunpkuii, 2013).
[Tomanpie 3HEBOAHEHHS CyOCTpaTy CHPUYHMHSIE 3aru0esb MPOPOCTKIB Ha 6-Ty

00y .

BucuxaHns cybetpary

>

6n 54

Puc.4.9. Cxema eKkCIepUMEHTY 3 MOJEIIOBaHHS BOAHOrO JediuuTy B

arapu30BaHOMY CEPEIOBHIIII.

3T-IUIP anani3 excnpecii rediB HSP70 npotsroM 5 ai0 po3BUTKY BOAHOTO
nediuTy BUSBUB crieniudidHi 1 KOKHOro wieHa 3MiHu (puc. 4.10, 4.11). I'enn
AtHSP70-1 1 AtHSP70-3, mo KOIYIOTb KOHCTUTYTHMBHI LIMTO30JbHI OUIKH,
MOKa3yBaJld TOMIpPHE 3POCTAHHS KUIBKOCTI TPAHCKPHUMTIB MPOTATOM BCHOTO
nepiogy, npu upomy AtHSP70-1 — Ha BHUCOKOMY piBHI. ['éHM JBOX 1HIIMX
KOHCTUTYTHUBHUX LUTO30JbHUX ulieHIB — AtHSP70-2 1 AtHSP70-14 — BusiBnsnu
cnabKkuil piBeHb eKcrmpecii B mepii 2 100U eKCIIEPUMEHTY 1 MeBHE IMOCHJICHHS,
nouynHaroun 3 3-0i g006u. Takox Ha 3-10 400y pPO3BUTKY BOAHOTO Je(pILUTY
3amycKanach TpaHCKpuMilis 1HaynuoensHoro AtHSP70-4, sxa nocsrajga BUCOKOTO
piBH Ha 4-5-ty noOy. Excnpecis inmoro ingynuoensHoro rena AtHSP70-5

IPAKTUYHO HE peecTpyBajiacs y nepiuii 2 7o0u Ta 1HAyKyBatacs Ha HU3bKOMY
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AtHSP70-1

AtHSP70-2

AtHSP70-3

AtHSP70-4

AtHSP70-5

AtHSP70-6
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AtHSP70-9
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AtHSP70-12

AtHSP70-14
0 1 2 3 4 5 1 3 5

TpuBanicTte nocyxu, goba KoHTponb, goba

Puc. 4.10. 3T-IUJIP-ananiz ekcnpecii reHiB poaunu HSP70 B mnpopocTkax
A. thaliana (Col-0) 3a ymoB mnocuiieHHs BojaHoro naedinuty. KoHTpoib -
MIPOPOCTKU 32 HOPMAJIHOIT BOJIOTOCT1 CEPEIOBUIIIA.
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TpuBanicTb nocyxu, noba

Puc. 4.11. I'padiune npencrapieHHs pe3yiabTaTiB aHaI3y €KCIpecii TeHIB POJIUHU
HSP70 B popoctkax A. thaliana (Col-0) 3a mporpecyrodoro BOJIHOTO ACQIIIUTY
(cepemHi 3HAUEHHS JIBOX  HE3aJNCKHUX  EKCHEPUMEHTIB). P3HUI  MIXK
MaKkCUMaJIbHUM 1 KOHTpoJdbHUM (0 1i10) 3HAYEGHHSIMU KOXHOTO MPOQiIIO

CTATUCTUYHO 3HAYYyIla JyIsl BCix reHiB (f-tect Ct’roaenTa, p < 0,05).

piBHiI, moumHaroun 3 3-0i gobu. I'eam HSP70, mo KOAYHOTh OILIKH OpraHen,
XapaKkTepu3yBajIucs MOMIPHOIO akTuBalierw ekcrpecii. Cepel HUX HAMOUIBIIMX
3MiH 3a3HaBajia ekcrpecid reHiB MitoxoHapianbHux AtHSP70-9 1 AtHSP70-10 1
oinka EP AtHSP70-11.

I'enu ponunu HSP9(0 Takox pearyBaiu Ha mijcuxaHHs cyoctpary. CymapHa
KUIBKICTh TPAHCKPUNTIB KOHCTUTYTUBHUX AtHSPY90-2, AtHSP90-3 1 AtHSP90-4
BUSIBIISLIIACH Y 3HAYHINM KUIBKOCTI 32 HOPMAJbHUX YMOB 1 MEBHOIO MIpOIO 3pocTalia
npoTsiroM mijcuxanHs cepeposumia (puc. 4.12, 4.13). IloniOuuii xapakrtep
eKcrpecii ToKa3yBajdu TaKoK TI'eHHW OuikiB opraHen. Bognowac piBenp MPHK
AtHSP90-7 micnss CcyTT€BOro 3pocTaHHs mnpoTsroM 4 ai0 3HMXKYBaBcs 3a

MaKCHMAaJIbBHOTO BOJHOTO Je(iluTy HANpHUKIHI eKcriepuMeHTy. Ha BiaMmiHy Bix
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TeHIB 3 KOHCTUTYTUBHOIO €KCIPECI€I0, TPAHCKPUIITH 1HAYyuOensHoro AtHSP90-1
HE BH3HAYAIKCh 3a MOMIPHOTO BOJHOTO JAeMIIUTy y Mepili AHi, ale y Ay>Ke Majii

KUIBKOCTI 3’ SIBJISLTUCS MPU MOJATBIIOMY 3HEBOIHEHH1 KIIITHH.

AtHSP90-2 +
AtHSP90-3 +
AtHSP90-4

AtHSP90-5

AtHSP90-6

AtHSP90-7
0 1 2 3 4 5 1 3 5

TpuBanicte nocyxu, goba KoHTponb, goba

Puc. 4.12. 3T-IUJIP-ananiz ekcnpecii reHiB poaunu HSP90 B mnpopocTkax
A. thaliana (Col-0) 3a nporpecytodoro BojgHoro aediuura. Excrpecito AtHSP90-2,
AtHSP90-3 i AtHSP90-4 ananizyBanu cymapHo. KOHTpoOabr — MpOpOCTKH 3a

HOPMaJIbHOT BOJIOTOCTI CEpPEIOBHUIIIA.

MoxHa BIAMITHUTH, IO OUIBIIICT KOHCTUTYTUBHMX HSP70 1 HSP90
nokasyBana mneBHe mifBuileHHs piBHS MPHK y mnepmumii aeHs miacuxaHHs
CEpEeOBHUINA 32 HE3HAYHUX 3MiH BMICTY BOJIA 1 BOJHOTO MOTEHITIATY B IIEH TIEpioJ
(Bobrownyzky, 2006; boopoBuuikuii, 2016). Takuii epexT BiaAMIYaIM TaKOX IS
psAly TEHIB y KOHTPOJIi, /e 32 HOPMAJIbHOI BOJIOTOCTI CEPEJOBHINA IX EKCIIpecis
BizOyBasacs Ha cTablapHOMY, aje Buie modatkoBoro (0 mi6), pieai (puc. 4.10,

4.12, cnpaBa). BpaxoByroue 1€, MOXXHA NPUNYCTUTH, IO TIE€BHA AaKTHUBAIlIS
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excrpecii Moryia OyTH BUKIMKaHA IEPEHECEHHSIM IPOPOCTKIB Ha HOBE CEPEOBHILE

nepea MOACIIOBaHHAM MOCYXHU (IUB. METONIUKY, 1. 3.4.7).
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100 -

0 &———o—— = “*’4—/4

0 1 2 3 4 5

PiBeHb ekcnpecii, y.o.

TpueanicTb nocyxm, noba

Puc. 4.13. I'padiune mpencraBieHHs pe3yJIbTAaTiB aHAJI3Y €KCIIPECii T'eHIB POJIMHU
HSP90 B npopoctkax A. thaliana (Col-0) 3a mporpecyrodoro BogHOro aedinurty
(cepenHl 3HaYEHHS JBOX He3aleXHHX ekcrnepumeHtiB). HSP90-234 — cymapHuit
piBeas MPHK AtHSP90-2, AtHSP90-3 i AtHSP90-4. Pi3Hu1a Mi>k MaKCUMaJIbHUM 1
KOHTpOJIbHUM (0 110) 3HAYEHHSMH KOXHOTO MPOQLII0 CTATUCTUYHO 3HAUYINA IS

BCiX reHiB kpiM AtHSP90-1 (t-tect Ct’ronenta, p < 0,05).

Ockinbku excnpecis AtHSP90-2, AtHSP90-3 i AtHSP90-4 y npenctaBieHOMY
3T-I1JIP-ananizi oOlIHIOBAJIaCh CYMAapHO, JIOJAaTKOBO IMPOBOAWIACH IEBHA
neTaizaiisa excrnpecii nuto3oabHUX wWieHiB. Jma mporo xJIHK, 3aramery mis
4oTUpbOX IUTO30JbHUX HSPI0 (puc. 4.14), migmaBaau pecTpHKIii 3a CXEMOIO,
npenacrasiieHor0 Buule (puc.4.7). 3a TakMX YMOB NPOAYKTH PECTPHUKIIL, SKI

BIIMOBIAa0Th 1HAYIHOEeIbHOMY AtHSP90-1, My He netextyBanu (puc. 4.15, A).



169

AtHSP90c

0 1 2 3 4 5 1 3 5

Tpweanicte nocyxu, noba KoHTponb, goba

Puc. 4.14. 3T-IUIP-anani3 ekcmpecii TeHIB, 10 KOAYIOTh 1HUTO30JbHI HSP90
(HSP90c), B mpopoctkax A. thaliana (Col-0) 3a mporpecyrodoro BOIHOTO

nedinuty. KoHTpOIb — MPOPOCTKY 32 HOPMAIBHOI BOJIOTOCTI CEPEIOBHUIIIA.

A ¥ M T . &
AtHSP90c —>| -« . . ___, IR 3
1536 n.H.—> . So—— Pr—
539 n.H. —
AtHSP90C —>| w o « gl A _
v e "":"‘-‘.' '.l"::.“'ﬂ.f""."'..l.:‘.?’;."' i T :_. iy
1080 Mgl Sl e SRl et

0 1 2 3 4 5
TpwvBanicte nocyxu, goba

Puc. 4.15. Excnpecis reniB uuto3onbaux HSP90 B npopoctkax A. thaliana (Col-0)
3a TIPOrPECYI0UOT0 BOMHOTO MAedimuTy. AHAI3 TPOBOIWIN IUIIXOM PECTPHUKITT
cymapuoro npoaykry 3T-IIJIP MPHK murtozonsaux HSP90. PiBHi 06’emu k/IHK
00pooOssin pectpuktazamu: (A) Ecol471 (s HSP90-1), (b) Xhol (mns HSPY0-
2).
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[IpoTe BMICT TpaHCKPUINTIB KOHCTUTYTUBHOTO AtHSP90-2 cTpubkonoaioHo
30UTbLIYBaBCA MICHS MEPEHECEHHs POCIMH Ha HOBE CEPEIOBHUILE 1 Aalli 3aJUIIaBCs
Ha CTaOUIBHO MIJIBUILIEHOMY PIBHI MPOTSITOM BChOTO MEPIOAY BOAHOTO Ae(pILUTY
(puc. 4.15, b). Ockinbku Takuii XapakTep eKCIpecii He KOPEITIOBaB 31 3pOCTAHHIM
BOJTHOTO J1e(iIIUTY, MOYKHA MPUITYCTUTH, 110 TOCUJICHHS TpaHcKputii AtHSP90-2
Ha MOYaTKy €KCIEePHUMEHTY BUKIMKaHE 3MIHOIO cepeaoBuia. BpaxoBytoun Te, 1m0
excripecito AtHSP90-1 3a Takoro miaXoAy MU HE JIETEKTYBaJld, CyMapHHUI piBEHb
TpanckpunTiB AtHSP90-3 1 AtHSP90-4 mo)XHa ONOCEPEAKOBAHO OIIIHUTH SIK
pizHu0 MK cymapHoro kJIHK 1 mpoxykramu pecTpukiii, 10 BiANOBIAAKOThH
AtHSP90-2. 1le no3BoJisie HaM MPOTHO3YBaTH HE3HAYHE MOCUJICHHS] TPAHCKPUITIIiT
[[UX T€HIB B YMOBaX 3pOCTaHHS BOJHOTO Ae(iuTy.

Takum umHOM, anHami3z ekcmpecii reHiB HSP70 1 HSP90 3a mocTymoBOro
MOCUJICHHS BOJHOTO Je(IIUTYy BUSBUB MOTYXKHY 1HAYKIIIO reHa AtHSP70-4 Ha
¢oHI TEBHOTO MPOTPECHBHOTO TMIABUIICHHS PIBHSA TPAHCKPUNOTIB OUIBIIOCTI
KOHCTUTYTHUBHUX WICHIB IIMTO30JI0 1 OpTaHeNl Ta BiICYTHICTh ab0 BKpal ciabky
peaxiio ABOX IHIIUX 1HAyUMOenbHUX reHiB. [liBUILlEHUHA pPIBEHb TPAHCKPUIITIB
OUIBIIOCTI TEHIB TpPH MaKCUMalbHOMY BOAHOMY nedimuti Ha 5-Ty 100y
Y3rOKY€EThCS 3 JTAaHUMH 1HIIMX JOCIIIHUKIB, SIKI BU3HAYAIU 3HA4YHY (B 4 pasu i
oinbie) aktusailito psagy HSP A. thaliana, B neputy uepry AtHSP70-4, uepe3 6-7
116 micns npurnaeHHs nonuBy (Rizhsky et al., 2004). Kpim Toro, HamMu BUSBIEHO
0CcoOJIMBOCTI MPO(DIIIB €KCIpecii CTOCOBHO 0a30BOTO PIBHSI, KIHETUKHU 1 CTYMEHS
aKTUBAIlli, K1 CBITYATh MPO CHEIHU(IYHY POJIb KOXKHOTO I'eHa B 3aXHUCTi OLTKOBOTO
rOMEOCTa3y KJIITUH MpU 3HEBOAHEHHI. MOXHA MPUIYCTUTH, IO BUCOKUN PIBEHB
excrpecii  AtHSP70-1 1 TpbOX KOHCTUTYTUBHHUX UIUTO30JIbHUX AtHSP90
3a0e3nedye BHCOKHI 0a30BUU pIBEHb AKTUBHOCTI CHCTEMH IANEpOHIB, SIKUAN
MIJICUITIOEThCS  akTuBalielo 1HmmMX HSP70 1 HSP90 1uMTO30i110 1 OpraHen.
[TopiBHSAHHSA 1HIYUMOEIBHUX I'€HIB BKa3y€ Ha NPOBIAHY poiib AtHSP70-4 y 3axucTi
KIITHH BiJI 3HEBOJHEHHS 1 BIACYTHICTH ab0 MizepHmii Bkmax AtHSP70-5 1
AtHSP90-1. Takox ciif BIAMITUTH aKTHUBAIlIO €KCIpecii reHiB OUIKIB ITUTO30II0

(AtHSP70-4, AtHSP70-2, AtHSP70-14, AtHSP70-5, AtHSP90-1), a TakoX T€HIB,
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10 KOAYI0Th Oinku miToxoupiit 1 EP, micas 3 116 po3BUTKY BOAHOTO Ae(iluTy,

IITO BKA3y€ Ha HasIBHICTb IIEBHOTO IOporoBoOIro piBHH BMiCTy BOJH B KJIITUHAX.

3arajomM, aHami3ylOYW PE3yJbTaTH BUBUCHHS TEHHOI €KCIpecii 3a BIUIUBY
eKCTpeMaIbHUX  (paKTOpiB, CIIJ  MIJAKPECIUTH  BIAMIHHOCTI B peakiii
1HAYUMOENbHUX TEHIB Ha Jif0 pi3HuX unHHUKIB. [loTyxkHa iuaykuis AtHSP70-4
MIBUKO BiJOyBasach y BIAMOBIAb Ha BHCOKY TEMIIEpaTypy, a TAKOX 3aIlyCKalach
IpU 3pOCTaHHI BOAHOIO Ae(ilUTy BUIlE NeBHOro nopory. Ha mpoTtuBary mpomy,
AtHSP70-5 1 AtHSP90-1 akTUBHO BIANOBIJaIM HAa BUCOKY TeMIIEpaTypy Ta JeABE
pearyBanu Ha nocyuuiuBi ymoBu. Kpim toro, iuaykuis AtHSP70-4 3a TemioBOro
IIOKY BHUIIepe/Kajda I1HAYKLIO JBOX IHIIMX 1HAYUMOENbHMX TeHiB. Taki
pe3yJbTaTH JI03BOJISSIOTH BBakatu AtHSP70-4 0CHOBHUM 1HAYIHOCIBHUM YWICHOM
nBOX poauH, a AtHSP70-5 1 AtHSP90-1 — nonaTKOBUMHU KOMITIOHEHTaMH, aKTHUBHO
3aJ[IIHUMH Yy CTpec-peakuli Ha BUCOKY TEMIIEpaTypy 1 Ha HU3bKOMY piBHI — B
afanTallii 10 3HeBOJIHCHHS KJIITHH. Taki pe3yJbTaTH CBIIYaTh PO audepeHIiiny
perynsuito 1 crneuddiuHicTs (yHKUIOHYBaHHS 1HAyuuOensHux HSP  npu
dbopMyBaHHI peakxilii IIaNepoHIB 3a BIUIMBY pI3HUX YMHHHKIB. Panime Oyio
nokaszaHo, 1mo AtHSP70-5 6epe akTUBHY y4acTh Y pPeakilii TEIJIOBOTO IIOKY Ta HE
pearye Ha xonon, Ha Bigminy Bim i1Hmmx HSP70 (Sung et al.,, 2001).
Crnenudiunicts excnpecii AtHSP90-1 BUSBISUIACh MO BIAHOIICHHIO 10 BaXKKHUX
metaniB (Milioni, Hatzopoulos, 1997; Haralampidis et al., 2002). Ilomi6Hi
BIIMIHHOCTI B peakmii iHaynuOensHnx HSP 3HaliieHo Takok y 1HIMX BUAIB
pocnuH. Hampukian, y Nicotiana tabacum nsa HSP7(0, mo 1HAYKYHOTbCS TpH
TEIJIOBOMY IIOLI, MO-PI3HOMY pearyBaiu Ha nocyxy: NtHSP70-1 BianoBinaB Ha
MiJICUXaHHS CyOCTpaTy 3HAYHOI0 aKTHBAII€I0 TPAHCKPUIIIi, TOAI SIK pPIBEHb
excrpecii NtHSP70-3 ne 3mintoBaces (Cho, Hong, 2004).

[lincymMoByrOUM OTpUMaHI HaMHU PE3YyJIbTATH JOCIIJDKEHHS €KCHpecli IeHIB
HSP70 1 HSP90 A. thaliana 3a BIUIMBY BUCOKOT TEMIIEpaTypH 1 BOJHOTO AeIIIUTY,
CJIIJ1 MIJIKPECTUTH HACTYIHI 3aKOHOMIPHOCTI:

e yyacTb Bcix HSP70 1 HSP90 B peakuii KIITHH Ha 00UABAa YUHHUKU;
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e crnenudiuHui Tpodiab eKCIpecii KOXKHOTO TeHa y 3arajibHii BiJMOBII CUCTEMU
[IarnepoHiB Ha 30BHINIHI YMHHHUKH, BKJIIOYAIOYM 0a30BUN PIBEHb, TPUBAIICTH
NepioAiB aKTUBAIlli Ta 3HWKEHHS I1HTEHCHBHOCTI €KCIpecii, IIBUIKICTh Ta
CTYHIHb 3MIH,;

® BHCOKHMI piBeHb ekcrpecii AtHSP70-1 1 cymapHoi ekcnpecii reHiB AtHSP90
KOHCTUTYTHUBHUX OLIKIB IIMTO30JI0 SIK 33 HOPMAJIbHUX YMOB, TakK 1 MPOTSATOM
BCHOTO TIEPIOy Jii HECTIPHUATIMBUX YMHHUKIB, IO BKa3y€ HA X BAXKIIUBY POJIb
y CTBOPEHHI KJIIITHHHOTO MYy IIanepoHiB;

e judepeHitiiiHa peryismisa 1 crneuudiuHa ponb AtHSP70-4, AtHSP70-5 1
AtHSP90-1 y cTtBOpeHHI IHIYUIHOENbHOTO (AOJATKOBOTO) KOMIIOHEHTa 3a
BIUTUBY pI3HUX UWHHUKIB, 1 BOJHOYAC TpoBimHAa poib AtHSP70-4, mo
IPOSABIISIETCS Y OUTBII MIBUAKIM 1HAYKIII HA MOYATKy Peakiii TEIJIOBOrO LIOKY
NOPIBHSAHO 3 IHIIMMHU 1HAYUHUOEIbHUMHU I€HaMH, a TAKOXX B HMOro ydacTi Ha
BHCOKOMY PIBHI B peaKIlisfax KJIITHH Ha oOuiBa (hakTopu;

e MATPUMKA 3arajlbHOro BMicTy TpaHckpuntiB HSP70 1 HSP90 Ha BUCOKOMY
piBHI Ipu HAOIMKEHH1 J03M 30BHIIIHBOIO YWMHHUKA JO MEXI Jlana3oHy
CTIHKOCTI.

Buxonsuu 3 mporo, crae oueBuaAHUM, 10 ydacth HSP y Hecnmenudiuniii
peakiii KIITUH Ha 3MIHM (aKTOpIB CepeloBUIA BIJOYBAETHCS IIISAXOM
crienn1YHUX 3MIH eKCHpecii KOKHOTo reHa. Jlami rmocrae MUTaHHS 3HAYCHHS
OKpeMHUX KOHCTUTYTUBHHUX Ta IHIYIIMOCIbHUX UWICHIB WX POJIWH y 3a0e3MeueHH1

CTIMKOCTI1 KJIITHH.

4.2. Yuactb okpemux HSP90 i HSP70 y 3a0e3neuenHi criiikocTi pocjnn

CTiliKiCcTh 10 HECHPUATIUBUX (HaKTOPIB € KUIBKICHOIO 03Hakoro (Ottaviano et
al., 1991) 1 BU3HAYAEThCS EKCIPECI€I0 KOMIUIEKCY TEHiB, B ToMy uucii U HSP.
[Ipote € mani, MO HaBiTH OJWH T'€H MOXE CYTTE€BO BIUIMBATH HA BUTPHUBAIICTH

kiituH. Hanpukman, HokayT-myTamis iHayuubensHoro HSPI0I B A. thaliana
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(Hong, Vierling, 2000) i Zea mays (Nieto-Sotelo et al., 2002) cnpuunHsna cyTTeBe
3HMKEHHSI TeTUIOCTINKOCTI.

Jis anamizy poai okpemux HSP70 1 HSP90 y 3a0e3neueHHi CTIMKOCTI 10
BHUCOKOI TeMIepaTypu 1 BOJHOTO AehiUTy HaMU BUKOPUCTAHO A. thaliana nukoro
tunmy (Col-0) Ta cTBOpeHI Ha HOro OCHOBI IHCEpIMHI HOKAyT-MYTaHTH 3a
OUTO30JbHUMH wWieHaMu poauH: iHaynuoensaumu AtHSP90-1 1 AtHSP70-5
(mapomura DnaK) i xonctutyruBHumu AtHSP90-4 1 AtHSP70-14 (migpoauna
HSP110/SSE) (tabm. 3.4). 'etepo3uroTHe 3a 1HCEPLIE€IO HACIHHS MyTaHTHUX JITHIN
orpumano 3 koJekiii NASC (Alonso et al., 2003). Cxemu TeHiB i3 BcTaBkamu -

JIHK npencraBieHo Ha pucyHky 4.16.

SALK_007614
\V4
AtHSP90-1 (AT5G52640.1) —[—{H H —
SALK_147967
AtHSP90-4 (AT5G56000.1) —{ [ —"H [ —

SAIL_839_A08C1C

VA

AtHSP70-5 (AT1G16030.1) — | | —

SALK_082815C

V

AtHSP70-14 (AT1G79930.1) — THHTHHH HH"H [

500 n.H.

Puc. 4.16. Cxema eKk30H-IHTPOHHOI CTpyKTypHu TreHiB HSP90 1 HSP7(0 3 1ucepliero

T-IHK (no3Ha4e€HO TPUKYTHUKOM).

BianosinHictb  po3MipiB  npoaykTiB  IIJIP  TeopernyHo  OYiKyBaHUM
HEPEBIPSIN Al KOXKHOTO MyTaHTa 3a JOMOMOTOI0 €JIEKTpOPope3y B arapo3HOMY
remi (puc. 3.7-3.10). BigiOpano pociuHH, TOMO3UToTHI 3a BcTtaBkorw T-JIHK.

BiacyTHICTh y HUX TPaHCKPUINTIB BIANOBIIHUX T'eHIB HSP NiATBEPAKEHO METOA0OM
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3T-IUIP 3 k/IHK, orpumanoi na PHK 3 10-12 myTtanTHMX npopocTkiB (puc. 3.7-

3.10). HaciHHS rOMO3UTOTHUX POCIIMH BUKOPUCTAHO IS aHAJII3Y.

4.2.1. Criiikictb HokayT-myTaHnTiB hsp A.thaliana g0 BHcokoi
TeMnepaTypu

Sx Bimomo 3 mitepatypu (Silva-Correia et al., 2014) 1 miaTBepakeHO HaMu
(manpukinan, puc. 4.1, m. 4.1.1), 30UIbIIEHHAS] TPUBAIOCTI €KCHO3UIllT MPU BUCOKIN
TeMIIepaTypl MPU3BOAUTH 0 PI3KOTO MOTIPIICHHS CTaHy POCIUH Ta iX 3arudeni y
BY3bKOMY JI1ana3oHi /103, sSIKKH BIAMOBia€ MEXi BUTpHUBAIOCTI. TerioBa o6podka
B IIbOMY [l1alma30Hl J03BOJIS€ TMPOBOIUTH TOHKE IOPIBHSHHS PIBHSA CTIMKOCTI
opraHi3MiB (BuIiB, diHii) (Sung, Guy, 2003; Silva-Correia et al., 2014). Anani3
TEIJIOCTIMKOCTI HOKAayT-MYTaHTIB /Asp 3AIMCHIOBAIM 3 BUKOPUCTAHHSM JBOX
MIIXO/MIB: OIIIHKK 0a30BOi TEIJIOCTIHKOCTI MPOPOCTKIB 1 OIIHKK TEIUIOCTIMKOCTI
HaciHHA. 3a qanumu Jiteparyp (Silva-Correia et al., 2014) 1 BmacHUX mOTIepeIHIX
CKCIIEpUMEHTIB 3 A. thaliana, TOTEHIIHHO JETaJbHUMH [JII TPOPOCTKIB €
HEeTpHBaJIl eKCIO3uLii B 1ana3oHi remneparyp 42-46°C, nis Hacinusa — 48-52°C.

Jlnis ananizy @yskiionyBanHs okpemux HSP y 3a0e3nedenHi TemioCTiiKoCTi
NPOPOCTKIB A. thaliana 5-m1000Bi TPOPOCTKM HOKAYT-MYTAHTIB 1 JUKOTO THITY
ButpumyBaiu npu 45°C npotrsarom 50 XB, Miciisg YOro NEPEHOCHWIM Y HOPMaJbHI
YMOBH 1 110 JHS BI3yaJIbHO OIliHIOBaH iX cTaH (puc. 4.17, A). Uepes 3 nobu micins
TEIJIOBOTO WIOKY PI3HULSA Y BHXUBAHOCTI MPOPOCTKIB Oylia MaKCHUMAaJbHOIO.
[ToBHY BTpaTy *KUTTE3JATHOCTI CIOCTEPITAIH Y IPOPOCTKIB Athsp70-5, 4aCTKOBY —
y Athsp90-1, y Toil 4Yac SK JUCTKH JIBOX IHIIUX MYTaHTIB 1 JUKOTO THUIy IIIE
sanumianucs  3eneHumu  (puc. 4.17,B). Taki pe3ynbTaTé  CBigyaTh, IO
iHaymoensHi AtHSP90-1 1 oco6auBo AtHSP70-5 € HanBakIMBUM 1HCTPYMEHTOM
y 3aXHUCTI aKTMBHO METa0OMI3YIOUMX KIITHH BiJ TPOTEOTOKCHYHUX €(EeKTIiB
BHUCOKOI TeMrneparypu. Lle moBHICTIO BIJNOBIIa€ MOTYXHIM 1HIYKIIIT WX T€HIB I1]T

4yac TEIUIOBOTO MIOKY Yy aukoro tumy (1. 4.1.1).
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45°C, 50 xB

23°C

5n 34

Puc. 4.17. Ominka TemaoCcTIHKOCTI MPOPOCTKiB A. thaliana nukoro tuny (WT, Col-
0) 1 HOKAyT-MyTaHTIB Athsp90-1, Athsp90-4, Athsp70-5, Athsp70-14. (A) Cxema
exciepumenty. (b) IIpopoctku depe3 3 mobum micis excrosuiii npu 45°C

npotsarom 50 xs.

JIist TecTyBaHHSI TEIUIOCTIMKOCTI HACIHHS HAaOPSIKIl HACIHUHU MYTAaHTIB 1 JUKOTO
tumy nporpiBanu npu 48°C nporsarom 20-60 xB, BUCAKyBalld Ha CEPEIOBUIIIE 1
IIOZICHHO PEECTPYBaIM BIACOTOK MPOPOCIOr0 HACiHHS. Y KOHTPOJII €Hepris
IPOPOCTaHHS y MYTAaHTHHX JiHIA Oyna OMM3BbKOIO J0 TaKoi y AMKOTO THITy, 3a
BUHATKOM Athsp90-4, y sSKOro 1ed TOKa3HWK BHUSBHUBCSA JOCTOBIPHO HIDKYUM
(puc. 4.18). [IporpiBaHHs HaCIHHSI BUKJIMKAJIO J030-3aJI€KHE 3HUKEHHS CXOXKOCTI
Ta eHeprii mpopoctanHsi. Pa3oM 3 TMM, HaciHHA MyTaHTIB, A€PIIUTHUX 32 PI3HUMHU
HSP, noka3yBajio HEOIHaKOBUH CTYIIIHb MPUTHIYEHHS LbOIO mporecy. Tak, micis
20-XBUJIMHHOTO TPOTrpiBaHHS CYTTEBE rajbMyBaHHS MPOPOCTAaHHS BiAMIYAIU Yy
mHid  Athsp90-1 1 Athsp90-4. TemmoBa o0OpoOka HaciHHS mnpoTsirom 40 xB
BUKJIMKAJIa 3HI)KCHHSI TEMIIIB MpopocTanHs y Athsp90-1, Athsp90-4 1 Athsp70-35.
[Ticns 60 XB mporpiBaHHd HaWMEHUIMMHU TEMIIAMH POCTY XapaKTepU3yBaJUCs
npopoctku  Athsp90-1 1 Athsp70-5. llpore wHaciuus Athsp70-14 BusBmiocs

OJIM3bKUM 3a TETUIOCTINKICTIO 10 AUKOTO TUITY 32 BCIX PEKUMIB.
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Puc. 4.18. Ouinka Temioctiiikocti HaciHHS A. thaliana nukoro tumy (WT, Col-0) 1
HOKayT-MyTaHTIB Athsp90-1, Athsp90-4, Athsp70-5, Athsp70-14. (A) Jlunamika
IPOPOCTAHHS Y KOHTPOI1 Ta micias o0pobku Hacinug npu 48°C mpotsrom 20, 40 1
Ha 9-ty noOy. IlpencraBneno
pe3yabTaté Tphox ekcnepumeHTtiB (M £ SD). (*) CraTucTudHo 3HaYyIIa Pi3HUII
MDK JUKUM THIIOM Ta TI03HAYCHOI MYTaHTHOIO JiHie€w (z-rect CT’10JIeHTa,

60 xB. (b) BimcoTox mnpopocaoro HaciHHS

p <0,05).
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Taki JaH1 MOKa3yrOTh, IO 32 HOPMAJIBHUX YMOB Ba)UIMBUM JUISI peaKTUBALI]
pocTy 3apojka BHABUBCS KoHcturyTHBHHI AtHSP90-4. Horo BTpara npusBoguia
0O TIEBHOTO 3HWKEHHSA €Heprii npopocTaHHs. 3 1HWIOro OOKy, NOCHIJIEHA
YYTIUBICTh 7O TPOTrpiBaHHS HACiHHS JiHIK Athsp90-1 1 Athsp70-5 Bkazye Ha
CyTTEBUM  BKJAJ  BIANOBIAHMX  1HAynuOensHnx HSP y  3a0e3nedeHus
TEIJIOCTIMKOCTI 3apOJIKa HACIHHS.
AHamni3 ICHYHYMX JaHUX IMOJ0 eKcmpecii reHiB HSP y HaciHHI 3

BukopuctanHsaMm Arabidopsis eFP browser (http://bar.utoronto.ca) mokasye, 110

MPHK 1nayunbensuux AtHSP90-1 1 AtHSP70-5 MICTUTBCS B CyXOMY HAacCIHHI Y
BEJIUKIM KUIBKOCTI Ta 3HHMKA€ MPOTATOM IMeplioi Ao0u mpopoctanHs. Hapmakw,
MPHK konctutytuBnux AtHSP90-4 1 AtHSP70-14 npucyTHsl B CyXOMY HAaCiHHI y
MOMIPHIM KUTBKOCTI, a TPHU MPOPOCTaHHI BIJJOYBAETHCS PEAKTUBAIIIS X €KCIpecti.
[IpoTe B miTeparypi MOXKHA 3HAWTH 1 JaHI, IO BIAPIZHAIOTHCA BIJ IUX. 30KpeMa,
Sung et al. (2001) ne BusBunu 3a gonomoroto 3T-IIJIP tpanckpuntu AtHSP70-5 B
CyXOMy HaciHHI A. thaliana Ta BIPOJIOBXK WOT0 103piBaHHS 1 ipopocTanHs. [Ipote
IHAYKIII0 I[bOTO I'€Ha B IPOPOCTKAX MPOTATOM peakiii TErIOBOro MIOKY HUMH
OyJ10 TiATBEPIKEHO.

Otxe, OTpMMaHl HaMH JlaHi JOBOATH, 10 1HAyruoensHi AtHSP90-1 1
AtHSP70-5 BigirparoTh BaXXJIUBY POJb y 3a0€3ME€UYEeHH] TEIUIOCTIMKOCTI HACIHHA,

To1 sIK KOHCTUTYTUBHUN AtHSP90-4 € 6i1b11 CyTTEBUM 1Sl TPOPOCTAHHS.

4.2.2. CriiikicTh HOKayT-MyTaHTiB hsp A. thaliana mo BogHoro nedinuty

Ouinky y4acti okpemux HSP y 3abe3neueHH] MOCYXOCTIMKOCTI TPOPOCTKIB
A. thaliana 1npoBOIMIAM 3 BHUKOPUCTAHHAM MOJENl IMITalii MPOrpecyryoro
BOAHOTO Ne(dIUTy B CTEPWIBHOMY arapuszoBaHoMy cepenoBuili (puc. 4.19, A),
XapaKTepUCTUKU KO HaBeaeHo B m.4.1.2. YV 1aHoMy eKCIEpUMEHTI
IHTErpajJbHUMHA POCTOBUMH IMMOKA3HUKAMH CIIYXKWJIM JOBXHHA 1 JOOOBHH MPUPICT
rojoBHOro kopens. [lokazaHo, mo 3a HOpMalbHOI BOJOTrOCTi (B KOHTPOJIL)
NPOPOCTKM MYyTaHTHUX JHIH Athsp90-4 1 Athsp70-5 manu MEHIIY JOBXHUHY

KOPEHS MOPIBHSAHO 3 JUKUM THIIOM, TOJI SIK Y JIBOX IHIIMX MYTaHTIB CIIOCTEpIrajin
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JU Juuie TeHJeHIio a0 3HwkeHHs (puc.4.20). YV npopoctkiB Athsp70-5
raJIbMyBaHHS POCTY BHUSIBUJIOCS JIOCTOBIPHUM TaKOX 1 32 J0OOBUM IIPUPOCTOM.

[Ipu imiTanii MOCyXw 3HMKEHHS BOJOTOCTI CepeloBUIIAa NPHU3BOAWIO 0
MOCTYIIOBOTO MPUTHIYEHHS POCTY, SIKE 3HAYHO MOCHIIIOBAJIOCS, MOYMHAIOYH 3 3-0i
n00M, 1 3aKiHYYBaJOCS MPAKTUYHO TOBHOIO 3YIHUHKOIO POCTYy Ha 5-Ty 1100y
eKCIEpUMEHTy. Taka KiHETHKa pOCTy Moke OyTH 0OyMOBIIeHAa NPUTHIYECHHSIM
nposiepaTUBHOI AaKTUBHOCTI MEPUCTEMATUYHUX KIITHH KOPEHS Ta PO3TITY
KIITUH y 30H1 audepenuianii (Bobrownyzky, 2006). Ilpu upomy Bci MyTaHTU
Majgd JIOCTOBIPHO MEHINY JOBXHHY KOPEHS TIOPIBHSHO 3 JUKAM THUIIOM
(puc. 4.19, b, 4.20). 3HwxeHHs q000BOr0 MPHUPOCTY KOPEHS Yy MPOPOCTKIB
Athsp90-1 1 Athsp70-5 Oyino JOCTOBIpHUM MPOTSATCOM BCHOT'O MEPIOAY PO3BUTKY
BoaHOTO neditury, y Athsp90-4 1 Athsp70-14 — na 2-4-ty no0y.

TakuM yuHOM, y BCIX AOCHIPKEHUX HOKAYT-MYTAHTIB MPUTHIYEHHS POCTY 32
YMOB TIPOTPECYIOUOTO BOJHOTO JAC(IIUTY BHUSBWIOCS OUIBII BHPAXKECHUM
MOPIBHSHO 3 AUKUAM TUTIOM. OCKUTBKH HU3bK1 TEMITH POCTY MPOPOCTKIB Athsp70-5 1
Athsp90-4, abo TeHaeH1IsI A0 1X 3HWKEHHS Y Athsp70-14 1 Athsp90-1 BU3HAYATUCH
TaKOXX B KOHTPOJI, MOXXHA MPHUIYCTUTH, IO TEBHA 4YacTHHA €¢eKTa BOJIHOTO
nediuuTy 'y  MYTaHTHHUX TPOPOCTKIB MOKE MOSICHIOBATHCS  3aralibHOIO
HEOOXIIHICTIO BIAMOBIJHUX TEHIB MJig MIJATPUMAHHS POCTOBOI AKTHUBHOCTI. 3
JITEpAaTypy BiJIOMO, IO TIEBHE YIOBIILHEHHS PO3BHUTKY 3a HOPMAJIbHUX YMOB
BIIMIYAJIOCh Y JIOPOCIUX POCIMH MYTaHTHUX JiHIA Athsp90-2 1 Athsp90-3,
NedIMUTHUX 32 BIAMOBITHUMHU KOHCTUTYTUBHIUMH T€HaMH (BHCOKO TOMOJIOTIYHUMHA
no AtHSP90-4) (Sangster et al., 2007). Y HokayT-myTaHTa Athsp90-1 criocTepiraiu
NosIBYy 3MIHEHUX (PEHOTHUNIB, HA OCHOBI YOr0 BHCJIOBJICHE MPHUITYIICHHS PO
CYTTEBICTh HAaBITh MaJUX KUIBKOCTEH BIAMOBIAHOTO 1HAYHHOEIBHOrO OiNKa s
HOpPMaJILHOTO pPO3BUTKY pociauH (Samakovli et al., 2007). PemykoBanuii pict
peeECTpyBalM TaKOX TMpU MOpylieHi ekcnpecii reHa AtHSP70-15, BUCOKO
romosorigHoro 1o AtHSP70-14 (Jungkunz et al., 2011). OnHak, 3a pe3yabTaTamu
LUX aBTOPIB, POCIMHU HOKayT-MyTaHTa Athsp70-14 Ha cTaail po3eTKH BijJ AUKOTO

THUITYy HE BIAPI3HAIMUCH.
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Crnig miOKpeciauTH, IO 3a HANIMMHA JaHUMH OUIBII YyTIWBHUMH 7O
MOCYIUTUBUX YMOB BUSIBUIIUCSA MyTaHTU Athsp70-5 1 Athsp90-1 1o iHIyuOeIbHUX
rerax. Lle Bupaxkanoch sIK B HU3BKHUX TEMIIaX POCTY KOPEHS MPOTITOM PO3BHUTKY
BOJHOTO JediuuTy, Tak 1 B OUIBII paHHIM HOro 3yHUHII OPU CHIBHOMY
3HeBOJHEHHI. Haramaemo, 1o aHani3 ekcrpecii BiJIMOBIJHUX TEHIB IOKa3aB iX

cmaOKy IHIYKIIO Ha TPETIO 100y BUCUXaHHS cepenoBuia (auB. m. 4.1.2).

A BucuxaHHs cybeTpary

C

60 5n

WT hsp70-5 hsp70-14

Puc. 4.19. (A) Cxema eKCIEpUMEHTY 3 MOJICJIIOBaHHS MPOTPECYHOYOr0 BOJHOIO
nedinuty B arapuzoBaHomy cepenoButli. (b) [Ipopoctku A. thaliana nukoro Tumy
(WT, Col-0) 1 HokayT-mMyTaHTiB Athsp90-1, Athsp90-4, Athsp70-5 1 Athsp70-14 na
5-Ty 100y pocTy 3a yMOB BOJHOTO JIeDIUTY.
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Puc. 4.20. Jlunamika pocTy TOJIOBHOTO KOPEHsI MPOPOCTKIB A. thaliana nukoro
tunty (WT, Col-0) 1 HOkayT-myTaHTiB Athsp90-1, Athsp90-4, Athsp70-5 Ta
Athsp70-14 uepe3 0-5 ni6 micis mepeHocy Ha cepenonuie Il y xoHTposi Ta 3a
YMOB TIPOrpecyrodoro BogHoro paedinuty. l[IpemcraBieHo pe3yiabTaTé TPhOX
excriepumenTiB (M £ SE). (*) CtatucTuuHO 3HaYyIla pi3HULS MK JUKHUM THIIOM
Ta MO3HAYEHOI MYTAHTHOIO JIIHIEKD HA BCIX CTPOKAaX EKCHEPUMEHTY; (#) — MIX
JUKAM TUTIOM Ta BCiMa MyTaHTHUMHU JIIHISIMU Ha OKPEMHX CTPOKaX €KCIEPUMEHTY

(U-tect Mana-VYirHi, p < 0,05).

OCKIJIBbKM SIK 3a HAIIMMHU JaHWMH, TaK 1 3a JaHUMM I1HIIUX JOCIIJHHUKIB
(Rizhsky et al., 2004) Bucokuii piBeHb 1HAYKIII] 3a MOCYIIJIMBUX YMOB BU3HAUaIU
muiie 'y AtHSP70-4 — rena ronoBHoro inmynuoensaoro HSP70 mpu temmoBomy

10111, MOYKHA TIPUITYCTUTH, 10 Majl kKiabkocTi AtHSP70-5 1 AtHSP90-1 moxyTh
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3a0e3nedyBaTd JOJATKOBE IOCUJIEHHS 1HAYHHMOETBbHOTO KOMIIOHEHTa MpHU
3HEBOJIHEHHI BUIIIE IEBHOT'O MOPOTOBOTO PiBHSI.

Takum 4yuHOM, pAaHl (YHKIIOHAJBLHOIO aHaNI3y HOKAYT-MyTaHTIB Asp
IPOTATOM PO3BHUTKY BOJHOTO Je(dIIUTy CBiAYaTh MPO TE, IO EKCHOpecis sK
KOHCTUTYTUBHUX AtHSP70-14 1 AtHSP90-4, tak ¥ ingyuubensaux AtHSP70-5 1
AtHSP90-1 (npu TOMy, IO OCTaHHI NOKa3ajdu JUIIe ClabKy aKTUBAaIllD Yy
BIJIMOBI/Ib HA 3HWKEHHS BMICTY BOJM) POOJISATH CBI BHECOK Yy MiATPUMAHHS
POCTOBOI aKTUBHOCTI KJIITUH B YMOBaX BOAHOTO €(IIUTY.

Buxoasum i3 3aranpbHUX XapaKTEpUCTUK AaHOI MOJEIN CTBOPEHHS BOJIHOTO
nedimuty (Bobrownyzky, 2006), oTrpuMani HamMu JaHi CTOCOBHO aKTHBAIlii
excrpecii reniB HSP y exotuny Col-0 Ta 3Ha»X€HHS pPOCTOBOI AaKTHUBHOCTI Yy
HOKayT-MYTaHTIB Asp Ha 3-Ti0 100y BKa3ylOTh Ha T, IO KPUTWUYHI 3MIHU
OUIKOBOTO TOMEOCTa3y KIITHH B paMKax JaHOi Mojell BiOyBarOThCS TMpHU
3MEHILEHHI BMICTY BoJU y cepenoBulll Huxde 40%. Lle Takox KOpeItoe 3 pi3KoI0
aKTUBAIl€l0 OIOCHHTE3y TMPONIHY Ta 3HIKCHHSM aKTUBHOCTI mpomideparlii
MEpPUCTEMAaTUYHUX KIITMH KOPEHS 1 YTBOPEHHS KOPEHEBUX  BOJIOCKIB
(bobposuuekuii, 2013; boopoauIKuii, 2016).

BinomMo, 1o 3HMKEHHS KIJIBKOCTI BUILHOI Ta 3B'A3aHOi BOAM B KJIITHHAX
IPU3BOJUTH J0 MOPYIICHHSA TiAPaTHUX 000JOHOK OUIKIB, iX JA€HATypalii Ta BTpaTu
dbepmentatuBHoi aktuBHOCTI (Billi, Potts, 2002), mo mnorpebye 3axucry
NOpYyLIeHUX OUIKOBUX CTPyKTyp InanepoHamu/HSP pazom 3 nerimpunamu, Lea-
oinkamu 1 cymicaumu ocmonutamu (Kysueuos, [lleBsikoBa, 1999; Cuming, 1999;
Bray, 2002; benssckas, 2003; XKyxk, 2011; Hanin et al., 2011; Chakrabortee et al.,
2012). IIpu upomy MIANIEpOHM 3aMO0Ira0Th arperaiii JeHaTypOBaHUX OLJIKIB Ta
BIJIHOBJIIOIOTh iX HAaTUBHY CTPYKTypy HIpH periaparaiiii, abo CHOpsSMOBYIOTh 0
nporeonizy (Mayer, Bukau, 2005). 3parHICT, MIANEPOHIB MPOTHHISATH
Je3aKTUBaIlii (PEepMEHTIB 3a JCHATYpYHOUHX yMOB jAoBeaena in vitro (Liu et al.,
2017). IIpo 3nauennss HSP mms crifikocTi pOCIMHHUX KIITHH JO 3HEBOJHCHHS
CBIYUTh TAKOX iX HAKONWYEHHS Yy 3apOAKYy HACIHHA Ta MNWIKYy B Meploj

no3piBanHs Ta BucuxaHHs (Sung et al., 2001; Prasinos et al., 2005). Ilpu mmpomy



182
BIJIMIYAIOTHCSI OCOOJIMBOCTI €KcIpecii okpemux HSP, 1o OiATBEpIKYE INEBHY
crienndiuHICTh (PYHKIIOHYBaHHS BIAMOBIAHUX 130popM B mmx mporecax. Kpim
TOTO, MOKa3aHo, 10 HajeKkcnpecis HSP miaBUILy€e CTIHKICTh POCIUHHUX KIIITHH J0
PI3HUX HECTIPUATIUBUX (DAKTOPIB, B TOMY YHCI1, H 10 BOAHOTO AEPIIUTY, a TAKOX
BIUTUBA€E Ha picT 1 po3BuToK (Sung, Guy, 2003; Sato, Yokoya, 2008; Cazal¢ et al.,
2009).
3arajgom, OTprMaHi HaMU PE3yIbTaTH aHaNIi3y CTIMKOCTI HOKAyT-MYTaHTIB /sp
noBoAsaTh, 1o AtHSP70-5 1 AtHSP90-1 € pomarkoBuM 1HIyUUOEIEHUM
KOMITOHEHTOM y A. thaliana: BOHV MalOTh BaXIMBE 3HAYCHHS U1 3a0€3MECUCHHS
TEIJIOCTIMKOCTI KJIITUH (10 BIAMOBIAE iX TOTYXHINH 1HAYKID), a TaKOX €
CYTTEBUMHU JJIS MIATPUMAHHSI POCTOBOI aKTUBHOCTI 32 BIUIMBY BOJHOIO JAe(DILUTY
(mpu BKpalk HM3BKOMY piBHI iX TeHHOi ekcmpecii). [lokazaHo, MmO BHECOK

AtHSP70-5 npu iboMy € OLIBbII CYyTTEBUM.

4.3. TkanunocnenugpiynicTh ekcnpecii renis HSP

Jis ominku cnenudivyHocTl  (pyHKIIoHyBaHHS oOkpemux HSP BuByamm
0COOJIMBOCTI TKAHUHHOI JIOKaJTi3allii TeHHOT eKCIpecii 3a HOPMaJIbHUX 1 CTPECOBUX
yMOB. JIJis1 IbOr0 BUKOPUCTOBYBANIM TpaHCreHH1 JiHil A. thaliana GT 5 106091 i
GT 3 103910, sxi MicTaTh curHaabHUW TeH uidA, mo komxye Qepment [-
rmokopoHigazy (GUS), mig koHTposieM mnpoMoTopiB reHiB AtHSP70-10 1
AtHSP90-2 BingnoBigHo. O0UaABa T€HU EKCIIPECYIOTHCS KOHCTUTYTUBHO: AtHSP7()-
10 xonye 610K MiTOXOHpiH, AtHSP90-2 — 6110k muTo3omto/sapa. Jjis anamizy
BUKOpucTOBYBai 10-12-1000B1 MPOPOCTKH, 110 3pOCTAIM B yMOBaX CTEPHJIbHOI
KyJIbTYpH Ha arapm3OoBaHOMY CEPEIOBHINI 332 HOPMAJIbHUX 1 CTPECOBUX YMOB.
TeroBy 00poOKy MNpOBOAMIM MIISAXOM €KCIO3MIT 3aKpUTUX YalloK 3
npopoctkamMu Ha cepefouiii npu 37°C mporarom 2 roa. YMOBH BOJHOIO
nedinuTy CTBOPIOBAJIM IUIAXOM TOCTYNOBOTO TIJACHMXaHHS CyOcTpary B

CTEPUWIbHIN KyJIbTYpi MpOTAToM 5 1110, sik onucano Buule (1. 4.1.2).
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3a HOpMaJIbHUX YMOB ekcnpecist AtHSP70-10 BusABIsIach HAa BUCOKOMY Pi1BHI
y rilarojax ciMm’sij0Jib 1 JUCTKIB, MPUIUCTKAX, KIITHHAX [IEHTPATBHOTO IUIIHIPY
1 MPOBIJIHUX MYyYKaX 30HU AU(PEPEHIIIOBaHHS 1 3plI0i 30HU KOPEHS, HA HU3bKOMY
piBHI — y MepHUCTeMi KOpeHsl Ta KopeHeBii mmiii (puc. 4.21). CTocoBHO T11aTOA
CHiJ BIAMITHTH, IO MNPOAYKT TicTtoximiuHoi peakiii GUS nerextyBaBcs B
amikaibHIA T1AATOAl CIM’SJ10JIb Ta amiKalbHIM 1 JIaTepallbHUX TiJaToAaX JUCTKIB
pO3eTKH, SIK CPOPMOBAHUX, TaK 1 TaKWX, MO0 1€ pocTyTh (puc.4.21, a, B-€).
[imatogm — BHUCOKOCHEIIaNi30BaHl CTPYKTYpH, $KI pO3TalllOBaHI Ha KIHIII
IPOBIIHUX IYYKIB HA KParo JMCTKOBOI IUVIACTUHKU. BOHM CKJIaialoThCs 3 eniTeMu
—  0e3xJIOpodUTbHUX  €NiepMaJbHUX KJITUH HEBEJIMKUX PO3MIpiB, SKi
KOHTaKTYIOTh 3 KJiTUHamMu kcuiemu 1 napenximu (Candela et al., 1999; Henyxa,
2011). OcHoBHa ix (yHKIs — 3a0e3MedeHHs TyTallii, TOOTO aKTUBHOI CEeKperlii
BOJM 3 PO3YMHECHUMM 10HAMH, MeTaboiiTaMu 1 OUIKaMH, IO TOTpedye
CHEPTeTUIHO-3JICKHOTO TPAHCIIOPTY IUX PEYOBHH 1 € OJHUM 3 KIHOUOBUX
perynsitopiB BogHoro crarycy pociud (Pilot et al.,, 2004). binsm aetanbHwMiA
aHayl3 TIO0Ka3aB I1HTEHCUMBHE 3a0apBlE€HHSA KIITHH MajlicagHOl Ta Tryodyacroi
napeHxiMu 1 ciabke 3a0apBiICHHS KIITHH €MiAePMH, TPOJUXIB 1 TPUXOM B 00J1aCTI
posrtamryBaHHs rigaton (puc. 4.21, n-€; 4.22, B).

BpaxoBytoun Te, mo AtHSP70-10 € manepoHOM MITOXOHIpIH, MOXKHA
MPUITYCKaTH HWOTO HEOOXITHICTh IS MIATPUMAaHHS €HEPro3aJIeKHUX MPOIECIB B
KJIITAHAX T1AaToJ 1 KOHTAKTYHOUYMX 3 HUMH KiiTHHaxX. [Ipore pi3Huns B
IHTEHCUBHOCTI €KCIpecii BIAMOBIJHOTO TF'eHa MK OKPEMUMHM KIITUHAMHU JIaHOi
CTPYKTYpH — BHCOKa B TapeHXiMi Ta cjabka B IOBEPXHEBOMY IIapi KJIITHH,
npoJuxax 1 TPUXOMax — BKa3ye Ha crieuudiune 3anydyeHHs manepona AtHSP70-10
B MEBHI KIITUHHI TPOIECU. XapaKTEepHO, IO TICTOXIMiuHE 3abapBiieHHSA OyIJ0
OPUCYTHIM B TpUXOMAax TiAaTo]l 1 HE BU3HAYAJIOCHh y TPUXOMAax IHIIMX YaCTUH
aucTka. Taki pe3ysbTaTh MOXYTh CBIJYUTH IPO CHUCTEMHY PEryJslil0 T€HHOI
eKcripecii 1 BaXJMBICTh IHOTO INanepoHa y (PYHKIIOHAIBHO Pi3HUX KIITHHAX

OJIHI€T CTPYKTYPH.
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0,25 mm r 0,5 Mm

3 L O osw /i A
Puc. 4.21. Txanuna nokamizauis ekcmpecii HSP70-10-GUS tpancrenHoi miHii
A. thaliana GT 5 106091 3a HOpMansHUX YMOB. (a) 12-m060BHii MpopocTok; (0)
amekc cTedlia 3 IMCTKaMU Ta MPWIMCTKaMu; (B, T) — amiKajabHI TiIaTOAU CiM’ S0
Ta JUCTKA; (I, €) — amikajabHa TijaTo/a JUCTKA 13 3a0apBIEHHSAM BiIIOBITHO
najicajgHoi Ta Ty04yacToi mapeHximu; (€) JaTepajibHa rijaToAa JUCTKa; (k) amekc,
(3) 30Ha nudepeHiiitoBaHHs 1 (4, 1) 3pijia 30Ha KOPEHSI.
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'6 _ 0,25 MM B .' 3

0,5 mm

Puc. 4.22. Txanuna noxkamizamis excrpecii HSP70-10-GUS TpaHCreHHOI miHii
A. thaliana GT 5 106091 micns excnosutii npu 37°C mpotsirom 2 roa. (a) 12-
n000BuUii MPOPOCTOK; (0, T') amiKaabHI T1iAATOIN CIM S0JIi T CIIPABKHBOTO JIMCTKA;
(B) amikanpHa TiAaTOJA JUCTKA 3 TPUXOMOIO; (/1) KOpeHeBa IuiKa; (e-)K) KOpeHi;

(€) 3oHa nudepeHIiroBaHH 1 (5K) 3pijia 30Ha KOPEHSI.
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Puc. 4.23. Txanuna nokamizauis ekcrpecii HSP70-10-GUS tpaHcreHHoi JiHIi
A. thaliana GT 5 106091 3a ymoB BomHoro paedinuty. (a) 11-moboBuit
npopocTok; (0) amekc crebia 3 JHUCTKAMU Ta MPUIUCTKaMu; (B, T) amiKajdbHI
rigaToau CIM’AI0JII Ta CHPaBXHBOTO JIMCTKA; () KOpeHeBa IMiika; (€) amekc

KOpEHSI.
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Excnpeciss AtHSP70-10 B rinatojax 1 MNPUIMCTKaX KOPEIIOE 3 MOKA3aHOIO
IHIIUMU JIOCTIAHUKAMH EKCIPECi€l0 B IUX CTPYKTypax ackopOaTiepoKcuiasu
Apx2, sika € WIEHOM 1HIIOI YHIBEpPCAIbHOI 3aXMCHOI CUCTEMU — AHTHOKCUJIAHTHOI
(ITaruyx Ta 1u., 2008; Ilamuyk, 2015). Kpim Toro, excmpecis AtHSP70-10
BUSBIISUIACh B NPOBIIHMX TKaHMHAX KOPEHS 1 KIITHHAX KOPEHEBOI IIMIKH,
NEPEXITHOT 30HH M1 KOPEHEBOIO 1 CTEOJIOBOIO CUCTEMOIO, JUISl IKMX XapaKTepHI
IHTEHCHBHI TPAaHCIIOPTHI Tporiecu. Taki JaHi JO3BOJIAIOTh TPUITYCTUTH, IO CHHTE3
1 QYHKIIOHYBaHHS LIbOTO LIANIEPOHA MPUTAMAHHI KIITHHAM OKPEMHUX TKaHUH 3
aKTUBHUM MeTabomi3MOM 1 TpaHcmopTHOW ¢yHKIie. Take mnpumymeHHs
Y3TrOKYEThCS 3 THUM, IO OJHIEI0 3 (DYHKIIIHM IIariEepOHIB OpPraHell € MiATPUMaHHS
PO3rOpHYTHUX OUIKIB MiJl YaC TPAHCIOPTYBAHHS MIXK KJIITUHHUMH KOMIapTMEHTAMHU
(Sheffield et al., 1990; Brodsky, 1996; Matouschek et al., 2000; Feldman,
Frydman, 2000; Jackson-Constan et al., 2001; Sung et al., 2001a).

3a cTpecoBuX yMOB Jiokamizalis ekcrpecii AtHSP70-10 30epiranach, oJaHaK
3MIHIOBAJIACh ii 1IHTEHCHUBHICTD. [licisa 2 Toa TEmIoBO1 €KCIO3HUIIIT eKCITPECis I[bOTO
reHa 3HayHO MocuioBasack (puc. 4.22), 10 BIAMNOBIIAE MAKCUMAJIbHOMY PIBHIO
MPHK mpotsrom ctpecoBoi peakii 3a pesynpratamu 3T-IIJIP (muB. puc. 4.2,
n4.1.1). B ymoBax BogHOoro nedinuTy HaBMaKu, TiCTOXIMIYHE 3a0apBIICHHS
AtHSP70-10-GUS BusiBmiocs cmabmum  (puc. 4.23), xoua 3T-ILJIP-ananis
MOKa3yBaB aKTUBAIIIIO I[LOTO TeHa (quB. puc. 4.10, m 4.1.2).

Excnpecito AtHSP90-2 3a HOpMaJabHUX YMOB BHU3HAYaJld NPAKTUYHO B YCIX
opranax npopoctkiB (puc.4.24, 4.25) 1 pazom 3 TUM BiAMIYalu Bapiamii ii
IHTEHCUBHOCTI MDK mpopocTkamu (puc. 4.24, a, 0). BpaxoByrouu Te, 110
FICTOXIMIYHY PEaKIil0 MU MPOBOJMIIM 32 OJHAKOBUX KOHTPOJIbOBAHMX YMOB JJIsi
BCIX MPOPOCTKIB (YacTO ISl KIJIBKOX MPOPOCTKIB Pa3oM B OJIHIM €MHOCTI), TaKy
PI3HUIIIO B  IHTCGHCHMBHOCTI  3a0apBJICHHS MOJXKHAa  IHTEpIIpETyBaTU  SIK
MDKIHIUBIlyallbHy BapiaOenpHICTh pIBHS 0a30BOI  eKclpeclii LbOro IeHa.
BBaxkaetbcs, 1Mo came pIi3HUISI MK TEHOTUIIAMHU B PIiBHI €KCIpecii CTPECOBHX
reHiB, 30kpeMa Bcix poauH HSP, Bu3Hauae pi3HMIA piBEHb CTIMKOCTI OpraHi3MiB

(Senthil-Kumar et al., 2007).
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B chopmoBaHuX CiM’S10JIAX 1 CIPABXKHIX JUCTKaX BUCOKHM PIBEHb €KCIpECii
AtHSP90-2 BUsSBASBCS B MPOBITHUX MydKaX, MapeHXiMi, T11aToJax 1 IPWIKCTKAX,
MEHII IHTEHCUBHUHN — B YepelIKax, emiiepMicl, Ipoauxax 1 Tpuxomax (puc. 4.24).
B nuctkax, mo pocTyTh, €Kcrlpecis BUHHKajda CIOYaTKy B ameKkci JUCTKa 1 aani
pO3BHUBAJIACh TOCTYIOBO — BIJ JUCTAIbHOI YACTUHM JIMCTKOBOI IUIACTMHKHU [0
0azanpHO1 (puc. 4.24, a, 0, ). Takuii xapakTep IPOCTOPOBOI TUHAMIKU €KCIpecii
IIOT'0 TeHA KOPEIIOE 3 TEPEX0I0M KIIITHH BiJI MOy A0 pO3TiAryBaHHA. Bimomo,
M0 B JHCTKY TMPOTIrOM HOro (HopMyBaHHS BCTAaHOBIIOETHCS MO3OBXKHIN
nporiQepaTuBHUN TpaaieHT. 3ynmUHKa MpoJidepaTUBHOI aKTUBHOCTI BiI0OyBa€eThCA
MOCTYIIOBO, MOYMHAIOYM 3 alleKCy JIUCTKAa 1 PYyXawuuch «(POHTOM apelry
nporidepanii» B HamnpsMKy Horo OazanbHoi yactuHu (Donnelly et al.,, 1999;
Johnson, Lenhard, 2011). IlopiBHtotoun 3 num xapakrtep ekcmpecii AtHSP90-2,
JIOTIYHO MPUITYCTUTH, IO 1HILIAIS CHHTE3Y IIarnepoHa TOB's3aHa 3 MEPEeXO0JA0M
KJIITUH JIMCTKOBO1 IUIACTUHKU A. thaliana 110 pO3TATYBaHHA, JOCSTalOuu
MaKCHUMAaJIbHOTO PiBHS Y C(hOPMOBAHUX JTUCTKAX.

B rimokortumni sokamizaiisi Ta IHTEHCUBHICTh TICTOXIMIYHOTO 3a0apBiICHHS
HSP90-2-GUS 3nauno BapitoBasia Mix mpopoctkamu (puc. 4.25, a, 0). Cmalky
excnpecito AtHSP90-2 BUsBISIN B IICHTPAIBHOMY ITMJIIHIAPI KOPEHIB 1 Maibke He
BUSIBJISLIIM B KOPEHEBUX anekcax (puc. 4.25, B, T).

Cnix BIAMITHTH, IO HasBHICTH ekcmnpecii AtHSP90-2 B pi3HUX TKaHWHAX
OUTBIIOCTI OpraHiB IIJIKOM Y3TOMKYETHCSA 3 YSABICHHSM II0JI0 KOHCTUTYTHBHUX
HSP90 sx 6inkiB HopMansHOTO MeTabomizmy (“house-keeping proteins™) (Picard,
2002).

[Ticns TeroBoi 0OpoOKH JioKami3allis rictoxiMiuHoro 3abapsienns HSP90-2-
GUS 3anumanach HE3MIHHOIO, 1 pa3oM 3 THUM BiJIMIYajOCh IOCHJICHHS MOTO
IHTEHCUBHOCTI B CIM’SJIOJIBHUX 1 CIIPaBXHIX JHUCTKax (puc. 4.26). lle Bianmosimae
MaKCHUMaJIbHIN 1HAYKIII eKcopecili BIANOBIAHOTO I'€Ha IMijJ BIUIMBOM BHUCOKOI

temrneparypu 3a pesysibratamu 3T-11IJIP (auB. puc. 4.4, n. 4.1.1).
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Puc. 4.24. Txanuna nokanizamis excrpecii HSP90-2-GUS TpaHCreHHOT JiHIi
A. thaliana GT_3 103910 3a HopmanbauX yMOB: (a, 6) 12-1000B1 TPOPOCTKY; (B)
anekc crebia 3 JUCTKaMHM Ta OpwiucTtkamu; (r) dparMeHt ciMm’sgoni; (1, €)
CIpaBXHI JHCTKH — CHOPMOBAHHMA 1 IO PO3BUBAETHCA;, (€, K) (PparMeHTH
CIM’SIJIOJIBHOT TUTACTMHKHU 3 KIIITHHAMHU TApeHXIMH, €IMiJIEpMU Ta Mmpoauxamu; (3)
NPOBITHUN MY4YOK CiM’si710J11; (M) TpUXoMa. n — MapeHxima, e — emiaepma, np —

POJIHX.



Puc. 4.25. Tkanuna nokam3zauiga exkcnpecii HSP90-2-GUS TpaHCreHHOI JiHii
A. thaliana GT 3 103910 3a mHopmanpHUX YMOB: (a, 0) TIMOKOTWIIB; (B) KOpEHEBA

muiika; (r) 30Ha TudepeHIIFOBaHHS KOPEHSI.

3a ymoB BoaHoro nedimuty iHTeHcuBHe 3abapsienHs HSP90-2-GUS
30epirajioch B MPOBIJHUX MydyKaxX JIMCTKIB MPU 3arajbHOMY 3HUKEHHI B 1HIIHUX
tkanuHax (puc. 4.27). Ilpore, 3a nanumu 3T-11JIP-ananizy excnpecii HSP90-2
piBeab MPHK mipu mocusnenHi BogHOro nedimuTy CyTTEBO HE 3MIHIOBABCS (JIMB.
puc. 4.12, n. 4.1.2). Pa3om Taki AaH1 MOXYTb CBITYUTH MPO MEBHUI NEPEPO3NOILT
(GYHKIIIOHaTFHOTO HABAaHTAXKEHHS LIHOTO IIANepOHa i Yac aganTaiii pOCIMHU 10
NOoCyXu y OIK KIITHUH CYJUHHOI cucTteMu. KpiM TOro, BpaxOBYHOUM 3HUKEHHS
iHTeHcuBHOCTI 3abapmieHHs GUS micna 5 mi6 mporpecyrouoi mocyxu y 000x
JOCIIKEHUX TEeHIB, HE MOXKHAa BHKJIIOYATH MOXJIHMBOCTI BIUIMBY Ha pIiBEHb
riCTOXIMIYHOT peakIii 3MIHK IPOHUKHOCTI 000JIOHOK 1 BHYTPIITHBOTO CEPEIOBUIIA
KJIITHH.

Takum dYMHOM, pe3yJbTaTH aHAI3y TMOKa3ald TKAHUHOCTIEIU(DIUHICTh
excrpecii AtHSP70-10 1 AtHSP90-2, 1m0 CBiIYUTh MPO MEBHY CHEUU(PIYHICTH
byHKIIOHYBaHHS BIAMOBIAHMX mmaneponiB. Takox mnsa AtHSP90-2 BimMiueHa
BapiaOeNbHICTh KOHCTUTYTUBHOI €KCIpecii MK 1HAUBIIyyMaMH. 3a BIUIUBY
BUCOKOI TeMIlepaTypd 1 BOAHOTO AC(IIUTY 3MIHH CTOCYBAJIUCh 1HTEHCHBHOCTI
eKCIIpecii IUX T'eHIB — B OKPEMHUX TKaHWHAX Ta B IIoMy, Ha (oHi 30epekeHHs

3arajabHOr0 Xapakrepy ii JJoKasizaii.
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Puc. 4.26. Txanmna mnoxkamzamisi ekcrpecii HSP90-2-GUS tpaHcrenHoi miHii
A. thaliana GT 3 103910 micnsa ekcnosutii npu 37°C mpotsirom 2 rox. (a) 12-
n000BHiA TPOPOCTOK; (0) amekc creba 3 TUCTKaMU Ta MPWINCTKaMu; (B) GparMeHT

cim’simomni; (T) pparMeHT CpaBXHbOTO JIMCTKA.
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0,5 Mm

Puc. 4.27. Txanmna noxkamzamisi ekcrpecii HSP90-2-GUS tpaHcrenHoi miHii
A. thaliana GT 3 103910 3a ymoB BoaHoro pgediuutry. (a) 12-mo6oBuit
mpopocTok; (0) amekc crebia 3 JUCTKAMU Ta TPWIKCTKamMu; (B) (parMeHT
ciM’sioni; (T) pparMeHT CpaBKHBOTO JTUCTKA; (1, €) KOpeHeBa IIHiiKa, (€) ameKkc

KOPCHSI.
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BucHoBOK mpo TKaHWHOCTEHM(IUHICTH €KCHpecii OKPEeMHX UJICHIB POJIUH
HSP, B minoMy, y3romkyerbcs 3 JaHUMM JiTepaTypu. Tak, ekcrpecis
pexkoMOiHaHTHOTO TeHa AtHSP90-1-GUS Bu3Havaiach JMIIE MICHsA TEIJIOBOIO
IIOKY 1 JIOKaji3yBajlaCh IEPEBaKHO B aleKkcax KopeHs 1 crebja TpOpOCTKiB
(Haralampidis et al., 2002; Yamada et al., 2007). Y Brassica napus 3Hau4Hy
kimbkicte HSP90 3HaliieHo B MOJOIWX TKaHWHAX, MO0 MIBHAKO MPOJi(epyroTh,
TakuxX sSK amnekc crtebma 1 kBiTkoBl OpyHbku (Krishna et al., 1995). 3
BukopuctanusaMm 3T-IIJIP BusiBieHO BIAMIHHOCTI B pIBHI €KCIpecii OKpeMHX
HSP70 mix KopeHeM, TUCTKaMu, CTe0JIOM, KBITKaMU 1 CTpydkaMu A. thaliana, mo
CBIIUUTHh MPO MEBHY oOpraHocnenudiuHicTb (YHKIIOHYBAHHS YJICHIB POJUHU
HSP70 (Sung et al., 2001). 3okpema, ekcmnpecito AtHSP70-10 (mtHsc70-2)
BUSBIISIIA B KOPEHsIX, cTeOM1, TUCTKAaX (HAMOUIbIIE), KBITKAX, a TAaKOX CTpydKax
MpOTATOM JIO3pIBAaHHS HACIHHS Ta B HACiHHI B Tmepioj mpopocrtanHs. [Ipore,
OTpHMMaHI HaMu JaHl TOBOJASATh, O ekcrpecis sk AtHSP70-10, tak 1 AtHSP90-2
npUTaMaHHa TIEBHUM CIEIiali30BaHUM TKaHWHAM $IK JINCTKIB, TaK 1 KOPEHIB
npopoctkiB. Ha migctaBl 1pOro, MOXHa TOBOPUTH MPO TKAHUHO- 1
opranocnenudiyHicTs ¢yHKIionyBanHs HSP/manepoHiB 3a HOpMaabHUX YMOB 1
TKaHUHOCTICM(IUYHY MOIYJAIIK0 1X CcHUHTEe3y (1, OYEBUIHO, AaKTUBHOCTI

(yHKLIOHYBaHHS) 1] BIULIMBOM HECIPHUSTINBUX YAHHUKIB.

4.4. OcobsnuBocti kKinetuku cuHTe3y HSP70 y 3B’s3ky 3 aianmazoHom

CTIKOCTI POCITUH

Pi3Hunmg MDK BHIaMHM 3a CTIMKICTIO IIOBMHHA BHU3HAYATHUCI AKTUBHICTIO
3aXMCHUX KIITHHHUX MEXaHI3MIB y CTpec-peaxilii Ta 3[aTHICTIO 10 crenu@iqHoi
MeTabo019HOT Ta MOPGOIOTIYHOT afanTarii Ipyu BIAXUICHHI 30BHIIIHBOTO (hakTopa
BiJl HOpDMH Ta MOTO HAOIMKEHHI 0 MEXI CTIMKOCTI, Crienu(iqHOi I KOKHOTO
Buny (Lichtenthaler, 1998; Ky3nenos, 2001; Kopatom u np., 2003; Senthil-Kumar
et al., 2007). Ha TBapuHHUX 00’ €KTax JOBEACHO, IO 1IHPOPMATUBHUM MOKAZHUKOM

IIPU BHUBYEHHI MOJIEKYJSPHUX OCHOB PE3UCTEHTHOCTI € KiHeTHKa cuHTe3y HSP,
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3okpema HSP70 (Tomanek, Somero, 2000; Tomanek, 2002; Timofeyev et al.,
2009; Ilatununa u ap., 2010; Shatilina et al., 2011; Bedulina et al., 2013).
BpaxoByrouu 11e, HaMU MPOBEJECHO aHaI3 KIHETUKU CUHTE3Y 1UTo30JabHUX HSP70
32 HECTPUSITIMBHUX 3MIH €KOJOTIYHUX (haKTOPiB Ta i1 B3a€EMO3B’SI3KY 31 CTIMKICTIO
pocnuH. Bubip poaunu maneponiBs HSP70 npu npomy O0yB 00yMOBICHUM TUM, 110
IHOYKUIA 1X CHHTE3Y BBAXKAETHCA OJHHUM 3 YHIBEPCAIBHMX MEXAHI3MIB 3aXHCTY
pPOTEOCTa3y KIITUH MPU il CTPECOpiB PI3HOI MPUPOIU MPAKTHYHO Y BCIX
oprani3MiB, BkJtoudarouun pociaunu (Vierling, 1991; Feder, Hofmann, 1999;
Maprynuc, I'y:xoBa, 2000; Serensen et al., 2003).

KimtouoBumu  (pakTopamMmu JOBKULIS, [0 BU3HAYAIOTH PO3MOBCIOIKEHHS
pociuH, € Temneparypa i Boga. ToMmy mpu BUOOpP1 00’ €KTIB MU CTAaBWJIM 3aBJaHHS
MOPIBHATH BHJIM, KOHTPACTHI 3a aJaNTUBHHMU BJIACTHBOCTSIMH 10 3MIH IIHX
dakTopiB, BpaxoBYIOUM NpPHU LBOMY CIPSAMOBAHICTh CY4YaCHUX [OCIIJKEHb Ha
BuBUYCHHS HemonenbHuX BUAIB (Feder, Hofmann, 1999). OTxe, MoaenbHUN BHJI
A. thaliana 3 TOMipHAM aJlaNTalliftHUM MOTEHIIIAJIOM, TIOPIBHIOBAIHN 3 Me30(diTaMu
Malva silvestris, M. pulchella (Malvacea) 1 Sium sisaroideum (Apiaceae) Ta
riagpoditom Trapa natans (Trapaceae).

[IIupoke pO3MOBCIOHKEHHS MPEICTaBHUKIB poiuHu Malvaceae oOymoBIieHe
iX 3HAYHOKO JKapO- 1 MOCYXOCTIMKICTIO Ta 3JIaTHICTIO IEPEHOCUTH THMYaCOBE
nepe3BosiokeHHs rpyHTy (Paxmeros, 2000). [ns gocnimkeHHs HaMu 0OpaHO JBa
BUIM MAajbBH, BIJIMIHHUX 3a TIEBHUMH OHTOTCHETHMYHHUMHU XapPaKTEPUCTHKAMHU.
M. sylvestris — BHUCOKOIUIACTUYHUN BUJ, SKHUI BIAPI3HAETHCA HEPIBHOMIPHOIO
CXOXICTIO HACiHHs, OUIBII TOBUIBHUM POCTOM MPOPOCTKIB 1 TpPHUBAJIUM
OHTOTCHETUYHHM TIEPIOJIOM TIOPIBHSHO 3 pPaHHBOCTUIIIMM copToMm CunbBa
M. pulchella (ctBopeHuM MeTOI0M OararopiuHoro ao6opy, aBrop J.b. Paxmeros).
SckpaBo BHpaXEHOW (Pi310JOTIUHOW AJANTUBHOIO PEAKIIEI0 MaJlbBU Ha
HECTIPUATIIMBI YMOBH, 30KpeMa, BUCOKY TEMIIepaTypy, HECTady Ta HAJJIUIIIOK BOJIN
B IPYHTI, € 30€pEKEeHHsI BEPXIBKOBOI TOYKHU POCTY CTeOJia 1 BEPXHIX JUCTKIB 3a

pPaxyHOK Mepe4acHOTO CTapiHHS Ta BIIMUPAHHS HUKHIX JIMCTKIB.
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S. sisaroideum (Apiaceae) — TUIIOBAa POCIMHA BOJIOTMX IPYHTIB HEMOJAJIK
BOJIOMM; 3pOCTa€E Ha CyXOJOJi, aje 3/JaTHa aJanTyBaTHCS [0 3aTOIUICHHS; Y
JitepaTypi xapaktepusyerbest ik Me3odiT (Kordyum et al., 2017) abo rirpodir
(ITetpoBa, bapeikuna, 2005). CnenmdiyHa eKoJOTiYHA HiMIa [HOTO BHUIY
BU3HAYAETHCSI CIIPOMOXKHICTIO POCIMH IIBUAKO IPUCTOCOBYBATHCS N0 3MIH
BOJIHOTO PEXUMY MPOTATOM OHTOTCHE3Y.

T. natans (Trapaceae) — BoJHA POCIMHA 3 MPUKPIIJIEHUM /0 JHA KOPEHEM 1
IUTABAIOYOI0 JIUCTKOBOIO PO3ETKOIO; CIELIali3oBaHa JO ICHYBaHHA y BOJAHOMY
CEpelOBHUILI, IKOMY IIpUTaMaHHA MEHIIA aMIUITYyJa KOJIMBaHb TEMIIEPATypH, HIK
Ha cywl. [le 103BOJIMIO MPOTrHO3yBaTH HU3bKHUM PIBEHb CTIMKOCTI POCIIHMH LIOIO
BUY JI0 TEMIEPATypHUX 3MiH.

JUiss MOJeIIOBaHHSl BIUIMBY €KOJIOTIYHHMX UYMHHUKIB 3aCTOCOBYBAJIU TOCTPY
JII0 BUCOKOI TEMIIEpaTypu Ta KOPEHEBOI'O 3aTOIICHHS, a TaK0X IOCTYNOBUH
pPO3BUTOK  IpyHTOBOI  mocyxu. Jiusg  1abOpaTopHUX  EKCIEPHUMEHTIB
BUKOPUCTOBYBAJIM IOBEHUIbHI POCIMHH, SKi 3arajioM XapaKTepU3yKThCS
HaOUIBIIO YYTIMBICTIO J0 3MIH JOBKULIA Ta HAaWOLIBIIMM PIBHEM CTPECOBOI
iHaykiii renHoi excrpecii HSP y BereratuBuux opranax (Yung et al., 2001;

Serensen et al., 2003).

4.4.1. Kineruka cunate3y HSP70 y 3B’A3KYy 3 TeIJIOCTIHKICTIO POCJIMH

CTIMKICTh POCIMH IO BUCOKOT TEMIIEPATYpPH BU3HAYAIM 3a iX BHXKMBAHICTIO Ta
Gb1310JI0TIYHUM CTaHOM Hepe3 2 moom peamantaitii micist 48-roquHHOT eKCTIO3UITIT
npu 37°C. OTpumaHi J1aHi JO3BOJIMJIM PO3TAIlyBaTH BUJU 34 TEIJIOCTIHKICTIO Y
HACTYNHOMY NOPSAKY: A. thaliana < M. pulchella < M. silvestris < S. sisaroideum
(Tabm. 4.1).

TennoBa o0poOka A. thaliana cupuyuHSIA J1030-3QJIC)KHE BiJCTaBaHHS Yy
POCTI Ta PO3BUTKY BiJl KOHTPOJIIO, IPOrPECYIOUE MOMIKOMKEHHS 1 3aru0esb noHaj

80% pocnun micis 48 rox mii dhakTopa (puc. 4.28).
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Tabnuys 4.1
Cran pociuH yepe3 2 100u peaganrauii micjast ekcno3uuii npu 37°C nporsirom
48 rox

Bun IToxa3Huk

A. thaliana Buwxusanicts 10-20% pocnun

M. silvestris 100%-Ba BU)KMBaHICTh, BTpaTa HIKHIX JIMCTKIB (UB. puc. 4.30)

M. pulchella 100%-Ba BUKMBAHICTh, BTPATa HUXKHIX JUCTKIB (IuB. puc. 4.30)

S. sisaroideum 100%-Ba BUKUBAHICTb

BectepH-6moT-ananis 3 aHTUTUIAaMM  JI0  KOHCEPBATUBHOI  JIUISIHKHU
uuro3onpHux HSP70 BusiBUB Ha iMyHOONOTaxX A. thaliana 30ny 3 moa. m. 71 x/la.
3a xapakTepoM KIHETUKH CHHTE3Yy 1 MOJIEKYJISIPHOIO MacOI0 BU3HAYE€HA 30HA MOXKE
MicTUTH KOoHCTUTyTHBHUM AtHSP70-3 Ta inayumbensnuit  AtHSP70-4 3
nporHo3oBanoro Moi. M. 71,1 xk[la (Lin et al.,, 2001). Cmig BigMITUTH, IO
CUTYyaIlil0, KOJIM IMyHOpeakTuBHa OiikoBa 30Ha HSP70 MicTuth Olnbllie HIXK OJHY
130)opMy, MOKHA TaKOX OYIKYBAaTH Yy IHIIWX BHU[IB, PE3yJbTAaTH aHANI3y SKHX
BUKJIAJIEHO B 1IbOMY Tiapo3aiii. [Ipote ans 3pydHocti koxkHa 30Ha HSP70 ymoBHO
MO3HAYATUMETHCA B TEKCTI sk «O11ok HSP70» BiAMoBiHOT MOJIEKYJISIPHOI MacH,
MalO4M Ha yBasl, MO ii KIIBKICHI 3MiHM BiIOOpaXaTUMyTh CyMapHUW pIBEHb
130(opm 3 01HaKOBOIO 260 MaiiKe 0JIHAKOBOIO MOJIEKYJISIPHOIO MacoIo.

BectepH-0650T-aHani3 mokasas, 1110 CTpecOBa peakilisi JUCTKIB A. thaliana Ha
MiBUIIEHHST TEMIEPaTypu MICTWIA MIBUAKY, BXe B mepur 0,5 roj, akTHUBAIiIO
cuntedy HSP70, ska mocsrana makcumymy uepe3 2 roa. Jlami KIIbKICTh HOTO
3HWKYBaJIaCh — HE3HAYHO MPOTATOM IEPIIOi 100U 1 O PiBHS HUXKUE MTOYATKOBOTO
y apyry nooy (puc. 4.28, 4.29). Takuii mapabosionoaiOHuN XapakTep KiHETHKU
cunte3y HSP70 BianoBinae KiHETUIl €KCIpecii BIMOBIIHUX T'€HIB B MPOPOCTKAX
bOT0 BHUY, OpeacTaBiaeHol y 1. 4.1.1. BaxxJMBo TakoX BIAMITUTH, 1110 3HH>KEHHS
Bmicty HSP70 y npyry nojoBuHY €KCIO3HIIii CYIPOBOJIKYBAIOCh HE3BOPOTHUMU
MOIIKO/KEHHSIMU POCIMHHUX OpPraHi3MiB 1, KIMOBIpHO, OyJIO OJHIEIO 3 MPUYHUH
MOTIPIIEHHS 1X CTaHy, 3yTUHKHA PO3BUTKY Ta BPEIITI 3aru0eli.

Otxe, ananiz HSP70 y monensHoro Buny A. thaliana y BIANOBIII HA TOCTpE

NiABULIEHHS Temneparypu a0 37°C, sika BUKIMKaE MakCUMallbHY 1HAyKLito HSP
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(KmroeBa, CamoxsanoB, 1990) 1 ToMy MakCHUMaibHO BIANOBIJAE AJANTUBHOMY
MOTEHI[laly 1IbOTO BUJY, TOKa3aB HETPUBAJTY aKTUBaIlil0 cuHTe3y. L{e 30iraerbcs 3
pe3yJibTatamu, oTpuMaHuMu i A. thaliana tammumu nocnigaukamu (Kiroesa,
CamoxBanoB, 1990; Sung et al.,, 2001). Takmii Xapakrep CHHTE3y IIJIKOM
y3rOJKYEThCSl 13 3arajlbHUMHU YSBIEGHHSMH NP0 Te€, IO CTpPecoBa I1HAYKIIS
excnpecii HSP7(0 BinOyBaeTbcs y Tepini XBUIAMHM [ii ¢akropa 1 3HAYHO
MOCHITIOETHCS TMPOTATOM KUIBKOX TOJWH, Micis 4oro cmanae. Ilpu npomy cman
noB’s3yt0Th 3 anantamiero (Maprynue, [yxosa, 2000; Schumann, 2001;
Kocakisebka, 2003). [Ipote, nopiBHAHHSA KIHETUKUA CUHTE3Y 1 CTaHy POCIMH MICIsA
TEIJIOBOi €KCIO3UIlli B HAIIOMY €KCHEPUMEHTI JOBOJUTH, 110 3HUXKEHHS BMICTY
HSP70 B kniTUHAX HAMPUKIHII €KCIO3UIII MOB’sI3aHO HE 3 aJanTalli€l0 10 HOBHUX
YMOB, a 3 IOCTYMOBOIO BTPATOI IIAlEpOHAMHU CIPOMOXKHOCTI MiATPUMYBATU
OUIKOBUM TOMeEOCTa3, 1 TOMY, OYEBUJIHO, BIJNOBITA€ CTaAli BUCHAXKCHHS Y

CTPECOBIN peaKIii.

A
0 2 4 8 16 24 48
TpuBanicTe TENNoBOI ekcrnosuii, roa
e M R S e L,’C:_I_"._\_,;”.M: e 7
0 1 2 4 8 16 24 48

TpuBanicTe TENNOBOI eKcnosuuii, roa

Puc. 4.28. Brmus Bucokoi Temmeparypu (37°C) na pociuau A. thaliana (Col-0) i
cunte3 HSP70: (A) pocnunu uyepe3 2 nobu micig TemioBoi exkcrosulliit; (b)

BecTepH-0710T aHam3 HSP70 nuctkis.
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Puc. 4.29. Cuntesz HSP70 A. thaliana (Col-0) npotsirom excrio3utii mpu 37°C. (A)
TunoBuii 60T PO3TALIOBAHO MijA pe3yJibTaTaMH JEHCUTOMETPUUYHOro aHaiizy. Ha
rpadiky piBeHb Ou1Ka y BigcoTkax a0 koHTpomo (0 110) (M + SD). (b) Mem0Opana,
3abapBiieHa Ponseau S micis enekTponepeHocy Al KOHTPOJIIO 3aBaHTa)KEHHS
Oinka. M — mapkep MoJeKyIsipHOi Baru. JlaHo sIK 3pa3oK 3AiIHCHEHHS KOHTPOJIO
KUTBKOCTI Ol7Ka, IO MPOBOAMIOCH y KOXXKHOMY aHali3l, MNpoTe naixl He

MMpCaACTaBJICHO.

M. silvestris 1 M. pulchella BusBunuCh OMU3BKUMH MK COOOIO0 3a piBHEM
TEIJIOCTIMKOCTI. 30€epexeHHsT y HUX BEPXHIX JIMCTKIB 1 TOYKM POCTY IMICIsA
TEIJIOBOI eKcno3uuii axk 10 48 rog BIAOYBAJIOCH 32 PaXyHOK BIAMHUPAHHS HMKHIX
muctkiB (puc. 4.30, A). [Ipu upomy y M. sylvestris 1ieli niporiec NPOXOIUB OUIBII
noBUIbHO (puc. 4.30, b). OCKUIbKM 1HIYKIIS CTAPIHHS HUXKHIX JUCTKIB y MaJlbBU €
SCKpPaBO BUPAKEHOI HecHenupiyHO (i310JI0TIYHOI0 PEAKIEI0 3a BIUIMBY HE

TIJIBKM BHUCOKOI TEeMMepaTypu, a W IHIIUX YUHHHUKIB, MM BUKOPHCTOBYBAJIU
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BiJICOTOK >KMBUX JINCTKIB ISl AudpepeHIfianii ii BUAIB 3a piBHEM CTIHKOCTI B YCiX
EKCIIEPUMEHTAX JaHOTO MIIPO3/ILTY.

A b
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*+M. silvestris
+M. pulchella
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20 .

§ i 0 !
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Puc. 4.30. Brmus Bucokoi Temnieparypu (37°C) na M. silvestris 1 M. pulchella: (A)
Pocnunu uepes 2 nobu peagantarii micias 48-roguHHOI TeI1oBoi ekcro3uilii; (b)
BIJICOTOK J>KHMBHX JIMCTKIB Ticias 2 110 peamanrtarii (pi3HUIS MK BHAaAMU
cTaTucTUYHO 3Hauyia, One-way ANOVA, p <0,05); (B, I') BecrepH-010T-anani3
HSP70 B nuctkax M. sylvestris (B) 1 M. pulchella (I'). Tunosi 6;10TU po3TaIllIOBaHO
MiJ pe3yJibTaTaMu JIEHCUTOMETPHUYHOro aHamiizy. Ha rpadikax piBeHb OuIKa y

BiJICOTKax J10 O11Ka 3 moJi. M. 78 kJla y kontpodi (0 rox) (M = SD).

3a pesyabTatamMu BecTepH-0n0T-aHami3zy M. silvestris 1 M. pulchella BusiBneno
nBi imyHopeaktuBHi 30Hu HSP70 3 mom.m. 78 1 69 x/la (puc.4.30, B, I).
XapakTep CHHTE3y IEpIIOi 30HU BiAMOBiaB KOHCTUTYTUBHOMY OUIKY, Apyroi —

iHayuuoensHoMy. KiHeTrka iX CMHTE3y y BIANOBIAbL HA MMIJIBUILIEHHS TEMIEpaTypu
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1o 37°C y o0ox BuniB mMana cxoxuil xapakrep. [Iporsarom mepmmux 30 xB y ~1,5
pa3u 30ULIbIIyBaBCS BMICT KOHCTUTYTHBHOro Oinka. Ilopir 1Hmykmii mjis
1HayuoenpHOrO Olnka ckiaagaB 1 roxa, ame Bke uepe3 2 roj HOro BMICT
HAOMIKaBCsl /10 PIBHS  KOHCTUTYTUBHOTO. XapaKTepHO, IO MOJaJbIe
HaKOMUYEeHHsT 000X OUIKOBUX 30H JOCSATaj]0 HAWOUIBIIOrO PIBHS MpHU
MaKCHUMaJIbHUX J03aX cTpecopa. Taki pe3yiabTaTH MOXYTh CBIIYUTH TPO T€, IO
TEPMOCTIMKICTh MaJIbBU 320€3MEUY€EThCA IUIIXOM MOTYXKHOTO 3aXHCTY OLTKOBOTO
KOMIIOHEHTY BIJI TEIUIOBOI JI€HaTypalii Ta Jerpajgauii y BepXHIX JHCTKax 1
aKTUBHOI aTpakuUli MeTa0OJITIB 3 HUXKHIX JINCTKIB. OOroBOPIOIOYN PIZHULIO MIXK
BUJIaMH, CJIiJ] BIAMITUTH, 110 OLIBII TEeIUIOCTIMKA M. sylvestris Biipi3HAIACh OUIbIII
3HayHOIO 1HAYKUieo cuHTesy HSP70 mnporsrom mnepmoi Ao0u  TEerioBoi
€KCITO3MIIi1, 110 BKa3y€ Ha OUIBIN MOTYKHY MOOUTI3allio I1€T 3aXHUCHOI CUCTEMH Ha
novatky crpecy. [Ipore umuit pisenr HSP70 y menmn criiikoi M. pulchella na 48-
My TOJl, HaBMNaKW, BIANOBIJA€ TIPHIOMY CTaHy pOCIMH HANOpPHUKIHLI TEIIOBOI
eKCIIO3UIlli, TOpIBHAHO 3 M. sylvestris, ¥WMOBIPHO, BHACIIJIOK MEHIIOT
€()EeKTUBHOCTI1 1HIITUX 3aXUCHUX MEXaHI3MiB.

Pocnunu  S. sisaroideum 3anumanmch OKHTTE3JATHUMH Ta  30epiraiu
HOpPMaJIbHUW TYprop Iiciisg HaBiTh 48-TOAWHHOI TeruioBoi ekcro3uili (puc. 4.31,
A). Ananiz HSP70 3 nucTkiB 1pbOro By BUSBUB OJIHY IMyHOPEAaKTHUBHY 30HY 3
Mou. M. 72 x/la. Lls1 30Ha Bu3Ha4as1ach 32 HOPMAJIbHUX YMOB, a IPOTSATOM TEIIOBOI
€KCIIO3UIII1 KUIbKICTh OlKa B HIM MPOrpecMBHO 30UIbLIyBanach: nepi 4 roj —
MOMIPHO 1, MOYMHAKOYU 3 6 roj, — notyxHo (puc.4.31, B). Pizke 30unbIIeHHS
BMICTy OuIKa micias 6 rog Moxke OyTH pe3yiabTaToM abo0 JUCKPETHOI aKTHUBAIlli
KOHCTUTYTHBHOI 130popMHU, a00 3amycKy CHUHTE3Y 1HAYUHOEIbHOI 130popMHu, siKa
CHIBIIAJIa€ 3 KOHCTUTYTHBHOIO 32 MOJIEKYJISIPHOIO Macor. MakcumanbHUI piBEHb
[bOr0 OUIKa MiATPUMYBABCS BiJl 24 TOJ 10 KIHI €KCIO3WIlli. TakuM 4YUHOM, Y
S. sisaroideum naxkonuuenus HSP70 npotarom monaiimenuie 48 roa BiANOB1Ian0

HOPMaJIbHOMY (P1310JI0TIYHOMY CTaHy POCIIHH.
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Puc. 4.31. Brutu Bucokoi temmneparypu (37°C) Ha S. sisaroideum: (A) poCcIuHH
yepe3 2 mobu micas 48-roauHHOI TetuioBoi excrosuilii; (b) BecTtepH-O10T-aHaMi3
HSP70 B sumcrtkax. TumoBuit OIOT poO3TamIOBaHO il  pe3yJbTaTaMu

JEHCUTOMETPUYHOTO aHamizy. Ha rpagiky piBeHb Ou1Ka y BiICOTKAX 10 KOHTPOJIIO

(O rox) (M £ SD).

Otxe, 3 ananizy M. silvestris, M. pulchella 1 S. sisaroideum BuNIUBaE, 1110
3aTHICTh POCIWH TEPEHOCUTHU JOBTOTPUBAIMMA BIUIMB BHCOKOi TeMIlepaTypu
KOpEeIo€e 3 1X 3JIaTHICTIO JI0 IIBUJKOI TIPOTPECHMBHOI aKTHUBAIlll CHHTE3Y
koHCcTUTyTHBHOrO HSP70 1 mory»HOi1 TpuBayioi akTHUBaIlli MICAS HEBHOIO Jar-
nepiogy cuHTe3y 1HAynubOenbHoi 130opmu. Takuii XxapakTep KIHETUKH CHUHTE3Y
HSP70 xapauHaibHO BIAPI3HAETHCS Bij 3arajbHUX YSBIEHb HIOA0 OOMEXKEHOCTI
iaaykiii HSP nepmiMu rogunamu ctpecy, 110 MOKa3aHO JJisi MOJIETLHOTO BHUIY
A. thaliana 3 HEBHUCOKOIO TEIUIOCTIMKICTIO HAMWA Ta I1HIIAMH HJOCHIAHHKAMU
(KmroeBa, Camoxsanos, 1990; Sung et al., 2001).

Cnim  TakoX  BIAMITHTH, 10 3a HammuMu  gauuMu  A. thaliana
XapakTepu3yBaBcs 1HAYKIIE0 TeHHOI ekcrpecli/ aktuBauieo cuatesy HSP70 B
nepuri 0,5 rof, ToAl AK y OUIBII TEIJIOCTIHKUX MajbBU 1 BEXy Jar-nepio iHIyKIi
ckiamaB 2r1on 1 6roxa, BiamoBigHo. Ha TBapuHHHMX 00’€KTax MOKazaHoO, IO
TerioBuil nopir iHaykuii HSP y temnontoOHUX BUAIB, K MpaBUIIO, BUIIE, HIK Y

BU/IIB, aJJalITOBAaHUX 110 Ok momipauX Temiepatyp (Evgen’ev et al., 2007).
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Taki 3aKOHOMIPHOCTI TEBHOIO MIPOIO MiATBEPIKYIOTHCS pPE3yJIbTaTaMH
aHajizy BoaHoro BuAy 7. natans. BimoMo, 1o jiana3oH CTIMKOCTI BOJHHX
OpraHi3miB 10 TeMmmeparypu BYkuuid, HiX HazemMHux (Oaym, 1986), mo mu
nporHo3yBanu ansa 1. natans. Pocnuan 1150T0 By, 310paHi y NPUPOIHINA BOIOHMI
Ha (a3l BereTaTUBHOTO POCTy, iHKyOyBanuch mipu 37°C y Boji 3a J1a00paTOPHUX
ymoB. Becrepn-6mot-ananiz HSP70 nucTkiB BHSIBUB IMYHOPEaKTHBHY 30HY 3
moi. M. 73 xJla 1 mokazaB pi3ke, ajie KOPOTKOYACHE MiABUIIEHHS BMICTY I[bOTO
Oinka uepe3 4 ron Bia mouyarky Jii (akTopa Ta MoJAabllle NaIIHHS HUXKYE
nodatkoBoro piBHS (puc. 4.32). Omxe, nar-nepion iHAyKIii y 7. natans BUSBUBCS
JTOBIIUM (4 TOJ), @ TPUBAIICTh KOPOTINOW, HIXK y A. thaliana. Takuii pe3ynabTar
HIATBEP/KYE YSIBIEHHS MPO TE, 110 BUAM, SIKI 3aiMaIOTh CIIELIaII30BAHY €KOHIILY,
aJanToBaHl JI0 MalMX aMmIUNTyl (GakToOpiB CepeloBUIa 1 BIAPI3HAIOTHCS 3a
peakiiero HSP Bijx BUAIB-KOCMOMOJITIB, IO MEPEBAKHO IMOKAa3aHO HA TBapHHaX
(Sanders et al., 1993; Tomanek, Somero, 2000; Tomanek, 2002; Tumodees u ap.,
2008; Timofeyev et al., 2009; latunuua u ap., 2010; Shatilina et al., 2011;
Bedulina et al., 2012, 2013).
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Puc. 4.32. BrimuB Bucokoi temnepatypu (37°C) Ha T. natans: (A) pOCIUHU MICIIS
terioBoi excnosutlii; (b) Bectepu-6moT-anamiz HSP70 B muctkax. TumoBwmii 60T
pPO3TaIIOBAHO TiJ pe3yabTaTaMH JEHCUTOMETpUYHOTO aHaiizy. Ha rpadiky piBeHb

oika y BijgcoTkax 10 KoHTposito (0 rox) (M £ SD).
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4.4.2. Kinetuka cuntedy HSP70 y 3B’s3Ky 3i CTIHKICTIO pOCIMH 10
3aTOIICHHS

PocnuamM, mo BUpONIyBaIWCh 3a HOPMAJIBHOTO 3BOJIOKCHHS IPYHTY,

MiaBAJINCh 3aTOINICHHIO KOpeHeBOoi cucrteMu. CTIMKICTh O IOTO UYHWHHHKA

BU3HAYAJIM SIK TIEPI0J1 Yacy BiJ MOYATKY 3aTOIUICHHS, 3a kUil TuHYJI0 50% pociuH,

0 JTO3BOJWJIO pO3TallyBaTH BUIW Y HACTyMHOMY MOPSAKY: A. thaliana <

M. silvestris < M. pulchella < S. sisaroideum (1a0:1. 4.2).

Tabnuys 4.2
Tepmin BuxkuBanocti 50% pocann
Bun Tepwmin, no6a (M = SD)
A. thaliana 13+1,5
M. silvestris 25+2,2
M. pulchella 30+ 2,8
S. sisaroideum VecenimHa aganranis

[Ipn BUBYEHH1 peakilii POCIMH Ha 3aTOIUICHHS aHali3 KIHETUKH CHUHTE3Y
HSP70 sk xommnonenta HecmenudigyHOi peakilii gomoBHeHO aHamizom Al sk
KJIFOYOBOTO (DepMEHTY METa0OoJIIYHOI ajanTallli 10 yMOB TiMOKCIli y IBOX BUIIB —
HaMEHII CTIUKOTO A. thaliana 1 HaiicTiikimoro S. sisaroideum. HasBHicth A/Il" B
KOpPEHSIX 1 JIMCTKax BHU3HAYaJIM METOJOM HATHUBHOTO €JIEKTPO(OPETUUHOTO
pO3MO/LY 3 HACTyIHUM TICTOXIMIYHMM 3a0apBieHHsM ¢epmeHTy B remui. Kpim
TOTO, IJ1s1 S. sisaroideum MPOBEACHO aHali3 MOP(OIOr0-aHATOMIYHOT alanTaltii.

B A. thaliana 3aromnsieHHs TPYHTY CHPUYHUHSIIO TaJlbMyBaHHS TMEPEXOAY
pPOCITUH 10 TeHEPaTHBHOI (Da3u PO3BUTKY, MOTEMHIHHS JHUCTKIB, BTPATy TYPropy,
BIJIMUPAHHS HHUXHIX JIMCTKIB mpoTsaroM 10 gi60 1 B momanbIioMy 3arubenb
opranizmy (puc. 4.33, A). lle miaTBep/Ky€e BUCOKY UYTIUBICTH I[LOI'O BHAY O
HecTaul KMCHIO, TToka3any 1 iHmmMu gociigaukamu (Ellis et al., 1999; Banti et al.,
2008). 3a nanumu Ellis et al. (1999) criiikicTh POpocTKiB A. thaliana 1o HU3BKOI
KOHIICHTpAIlli KUCHIO 0OMEXY€ThCs KITbKOMa TOAMHAMH a00 1o0aMu.

Cunre3 HSP70 B muctkax A. thaliana akTUBYBaBCS MPOTATOM 2 oA BiJ

MOYaTKy 3aTOIUICHHS KOPEHIB 1 I0CATaB MakcuMymy uepes 4-6 ron aii paxropa,
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Puc. 4.33. BmnuB 3aromieHHs 1pyHTy Ha A. thaliana (Col-0): (A) 3miBa —
KOHTPOJIbHI POCIIMHM, CIpaBa — JO 3aTomjieHHs (BBepxy) 1 micaga 10 ni0
3arorieHHs (BHU3Y); (b) BecTepn-6mor-ananiz HSP70 B nucrtkax; (B) ananiz A’
B JIMCTKaX METOJOM HATUBHOIro ejekrpodopesy. Tumoi O30T 1 3uMorpama
pO3TAIIOBAaHO TiJ pe3yjbTaTaMu JEHCHUTOMETpu4yHOro anamizy. Ha rpadikax

piBeHb OiKa y BijicoTkax 10 KoHTposto (0 116) (M £ SD).

micist yoro 3HmwKyBaBcs (puc. 4.33, b). Ananiz AJII" B nucTkax mokaszaB 1HIYKIIIIO
fioro cuHTEe3y 4epe3 4 roj 3aTOIUICHHsS] KOPEHIB, 3HAYHE 3pOCTaHHS Ha 6-Ty roj i
Jali 3HWKEHHA 10 KiHms nepioi noou. Lle y3romkyerbesa 3 manumu Banti et al.
(2008), sxi BU3HAYaM MIBUAKY HETpUBalMy 1HAYKIO0 ekcrnpecii HSP70 1 ADH B
IPOPOCTKAax I[bOTO BHUAY 3a BIUIMBY aHOkKcii. KpiM Toro, 3a maHWMH IHX

JOCJIIHUKIB TEMIM 3pocTaHHsl ekchpecii HSP7( 3HadyHO BUNEpEIKalU LeH
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nokasuuk y HSP25.3 — npencraBauka poauau sHSP, mo miarBepmxye nmpoBiaHy
posb HSP70 y cTpecoBiit peakiii Ha rinokciro. Bigomo, mo cuate3 HSP70 mosxe
1HYKyBaTHUCS 1] BIULIMBOM ek3oreHHoro etanoay (Vierling, 1991).

[pyHTOBE 3aTOIUIEHHS TAKOXK IPHU3BOAWIO IO IOCTYIIOBOTO MOTiPUIEHHS
crany Ta 3arudeni npotsroM 30-35 116 pociauH IBOX BUIB MajibBHU. 3a BiJICOTKOM

YKUBUX JINCTKIB CTIAKIIIOW BUsiBWIAck M. pulchella (puc. 4.34, A, b).
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Puc. 4.34. BiutuB 3aroruienss rpyaty Ha M. silvestris i M. pulchella: (A) pocivau
y KoHTpoJi (3miBa) 1 micass 10 mi6 3atoruienHs (cmpasa); (b) BiICOTOK KHMBHX
JUCTKIB (pI3HMLSI MDK BHUJAMU CTaTUCTUYHO 3Hauyma, One-way ANOVA,
p <0,05); (B, I') Becrepu-6mot-ananiz HSP70 B muctkax M. sylvestris (B) i
M. pulchella  (I'). TunoBi  OMOTM  poO3TallOBAaHO  IiJI  pe3yJbTaTaMHu
JIeHcuToMeTpuyHoro anamizy. Ha rpagikax piBeHp Ou1ka y BiACOTKax A0 OiiIka 3

mou. M. 78 x/la y kouTpomi (0 rox) (M £ SD).



206

Amnaniz HSP70 B nmuctkax 000X BUAIB MaJIbBH MOKA3aB 3HIKCHHS KUJIBKOCTI
ou1ka 3 Moi. M. 78 kJla (KOHCTUTYTUBHHMM OLJIOK) Ta TUMYACOBY 1HAYKIIIIO OisiKa 3
Moi. M. 69 k/la (ingyunOenpHuil OLI0K) y mepily A00y Ta MEeBHE MOCHIIEHHS iX
cUHTe3y B nojanbinomy (puc. 4.34, B, I'). BigMiHHOCTI Mi BHJIaMH CTOCYBAaJIUCh
KUIBKICHMX 1 4acOoBUX MapaMmeTpiB. Y M. sylvestris 3HauyHa aKTUBAIll CUHTE3Y
IHIyIMOeIpHOro OUIKa B MEpIll MIBrOJUHU 3aTOIUICHHS CYNPOBOJKYBalach
NaJiHHSAM BMICTYy KOHCTUTYTHBHOTO O11Ka, 1 faii piBeHb 00ox HSP70 3umxyBaBcs
(mms koHCTUTYTHBHOrO Oinka — 10 ~30% Big koHTpomdt) (puc.4.34,B). ¥V
M. pulchella BMiCT KOHCTUTYTHBHOTO OiJKa MOYMHAB 3HWKYBaTUCh Ticis 30 XB,
nocsiraroun ~60% BiJ1 KOHTPOJIBHOTO Ha 8-My rojl. [Ipy 1IbOMY aKTHBallisl CUHTE3Y
inayuuoensHoro HSP70 Ha mouatky 3aroruieHHs Oyia MEHII 3HAYyHOIO, MPOTe
OUIBIII TPUBAJIOKO, HIX Yy monepennboro Buny (puc. 4.34, ). OTxe pi3HUI MiXK
M. sylvestris 1 M. pulchella crocyBanach nar-nepioay, IHTEHCUBHOCTI Ta
TpuBaJIOCTI cUHTE3Y iHIyHuOensHOoro HSP70, a Takox piBHS KOHCTUTYTHBHOTO
Oinka. 3okpema, mBuiKa moTyxHa iHaykist HSP70 y M. sylvestris BusiBunach
KOPOTKOI, IO pa3oM 3 OUIbII HHU3BKUM BMICTOM KOHCTUTYTHMBHOI'O O1JIKa
BIJIMMOB1QJI0 MEHIIN# CTIHKOCTI IIbOTO BHY J0 3aTOIICHHSI.

Pocnunu S sisaroideum,  BUpoOmeHI  AK  CYXOAUIbHI,  YCIIIIHO
IPUCTOCOBYBaJUCA JO yMOB KopeHeBoi rimokcii (puc. 4.35, B). llepen
3aTOIJICHHSIM BOHWM Majd CHCTEMY TOJIOBHOTO KOpEHS 1 mepil JUCTKU 3
TPUPO3IAILHOI IacTuHkoo  (puc. 4.36, A). Uepes 2 gobu Big MOYATKY
3aTOIUICHHS 3’ SIBJSUIMCS JOAATKOBI KOPEHI Ha TIMOKOTHII MOONHM3y KOPEHEBOI
UMUK Ta Ha ciM sgoipHOMY By3dl (puc. 4.36,B). 3a 10 ni6 y pociaun
po3BUBaMCh 4—8 J0JATKOBUX KOPEHIB, SKI JOCSATAIM PO3MIPIB CHUCTEMH
roJioBHOTo Kopeus (puc. 4.36, b).

Haii6inpmn paHHbOIO peakIli€l0 Ha 3aTOIUICHHS BUSBUJIACH IHIYKIIS CHHTE3Y
HSP70 B nuctkax (kopeHi He aHami3yBaiuch) (puc.4.35, A). Y KOHTpOJi, OpH
BOJIOrOCTl TpyHTY ~70%, uel OLIOK MICTHBCA y HEBENUKid KuibkocTi. [lin
BIJTUBOM 3aTOIUICHHS BiJOyBaJlach IIBHJKA 1HIYKINS WOTO CHHTE3Y: BXKE uepe3

2 roj BiAMIYaJIOCh MOMITHE 30UIbIIIEHHST BMICTy Ou1Ka. B cBOO Wepry, mojaasnbiie
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3pOoCTaHHA BMICTY w0boro Oinka mnporsrom 10 ni6 CBIZYUTH NPO BHUCOKY
IHTEHCUBHICTh OTO CUHTE3Y.

3umorpamu A" (puc. 4.35, b) nokazanu nomimMopdizm Ii€i pepMeHTHOL
CUCTEMHU y POCIUH S. sisaroideum, BUPOIEHUX 3 HACIHHS NMPUPOIHUX MOITYJIALIMN.
BpaxoBytoun 1we, mnpo kinbkicte AJII' y 3pazkax cyawid 3a CyMapHOIO
IHTEHCHBHICTIO 3a0apBJIEHHSI BCiX HOTO 30H y Tpeky. Uepe3 2 roj BiJ MOYaTKy
3aTOIICHHS BII3HAYAIN 1HAYKI[IO CHHTE3Y (DepPMEHTY B KOpPEHsX 1 uepe3 4 1o — B
aucTkax. Jlam HOro KuIbKICTh HPOrPECUBHO 30unbliyBajack mnpotsroM 10 ni0d

EKCIIEPUMEHTY B 000X OpraHax - B KOPEHSX OLIbIIOI MiIpOI0, HIXK B JIMCTKAX.

A 250 _ E 50000
nueta - xopeni
= -+ NACTA
S 200 e = 40000 :E
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2 3
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3 3
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I I
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TpueanicTs 3aTONMEHHA, rog

Puc. 4.35. BiuuB 3aroruieHHs rpyHty Ha S. sisaroideum: (A) BeCTepH-0J10T-aHATI3
HSP70 B nuctkax; (b) anamiz AJII' B KOpeHsIX 1 JUCTKaX METOJOM HATHUBHOIO
enekrpodopesy. Tumosi OJIOT 1 3UMOrpamMu pPO3TALIOBAHO IIiJl PE3yJbTaTaMu
JEHCUTOMETpUYHOrO aHamizy. Ha rpadikax piBeHp OUIKa y BiJICOTKax 0
koHtpoito (0 m16) (M = SD). (B) pocnunu y xouTposi (31iBa) i1 micias 10 mi6

3aTOIJICHHS (CIipaBa).
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Puc. 4.36. BriuB 3atorieHHs Ha picT pociiuH S. sisaroideum: (A) 6e3 3aTOIUICHHS,
(b) micas 10 ni6 3atormenns; (B) dparment pociunu, mo pocia 10 ai6 npu
3aTOIUICHHI: YTBOPEHHS JOJATKOBUX KOpEHIB y Oa3zanbHid yacTuHi ctedna. (1)
TOJIOBHUM KOPiHb, (2) JaTrepaibHi KopeHi, (3) anBeHTUBHI KopeHi, (4) TiOKOTUIIb.

MacirabHa jigiika — 1 ¢m.

KOHTPOSb 2 roa 4 ropn 6 roa 8 rog
TpuBanicTb 3aTONNEHHS, roa

Puc. 4.37. Tictoximiune 3abapsrnenuss A/’ B xopensx S. sisaroideum 1o
3aTOIUIEHHS (KOHTpPOJb) Ta Yepe3 MEBHUN Mepioj yacy BiJf MOYATKY 3aTOIUICHHS:
2—-8 rox — natepanbHi KopeHi, 10 116 — anBeHTUBHUN KOpiHb. CTpIIKaMH BKa3aHO
nokamzanito AJII' B amekcax. MacmrabHa miHiiika — 1 M. ([ani oTpumano

cymicHo 3 FO.B. OBuapenko)

Taka «kineruka cuHTely AJI[C miaTBepmKyBajlach  TiCTOXIMIYHUM
BU3HAYEHHSIM MOT0 aKTUBHOCTI B KopeHsx (puc. 4.38). Y KOHTpoJI Ta MPOTIroM

nepmux Ai0 3aTOIUIEHHS aHai3yBajlu JjaTepaibHi (O14HI) KOpEHl CHUCTEeMHU
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TOJIOBHOTO KOpeHs, a Ha 10-Ty 100y — aABEHTUBHI (JOJIATKOB1) KOPEHI, PICT SIKUX
1HIIIIOBaBCS y BIAMOBiAL Ha Ait0 unHHUKA. CIiJl 3ayBaXUTH, 10 MaKCHUMajbHa
KUIBKICTh (PEpMEHTY, 110 BU3HAuYajach 3a MPOIYKTOM (PEepMEHTATHBHOI peakiii,
criocTepiraiach B KOPEHEBUX aleKkcax — MEpPUCTeMi Ta 30HI PO3TATYBaHHS.
Jlokanizario AJII" y mux pocTOBUX 30HAX 3a HECTayl KMCHIO paHillie BiJ3HAYAIH 1
B KopeHsx A. thaliana (Porterfield et al., 1997, 2000).

OcCKIJIbKM MaKCHMallbHa aKTUBHICTh ()EPMEHTY aHAepOOHOro MeTabomi3My
BUSIBIISIJIACH B alleKCaX KOPEHiB, BUHUKIIO MUTAHHS PO PO3BUTOK aePEHXIMH B ITHX
TKaHMHaX. MIKpOCKOMIYHMI aHali3 JOKaii3alli yTBOPEHHS a€pEHXIMHU MPOBOAMIIN
3 BUKOPHUCTAHHSIM MOMEPEYHUX 3pI3iB y TPhOX 30HAX: 1) 30HI MPOKCHUMAIbHOI
MEpHUCTEMH, OJIU3BKOI 10 alliKaJIbHOT MEPUCTEMU; 2) 30HI MEPUCTEMH, OJIU3bKOI 0
30HU PO3TATyBaHHA, 3) 30H1 po3TaryBaHHs (puc. 4.38). B KOpeHSIX KOHTPOIBHUX
POPOCTKIB, IO 3POCTAIU 33 MOMIPHOI BOJIOTOCTI IPYHTY (KOHTPOJIb), BUSHAUYEHO
JIOBOJII BEJMKI MDKKIITUHHUKM Yy BEpPXHIX [IapaXx MEPUCTEMHM Ta B 30HI
po3TsaryBaHHs (puc. 4.38, a). BoHn po3TamoByBaiuch B CEpElHIX IIapax KIITHH
OCHOBHOI MEpPUCTEMHU Ta, BIANOBIIHO, KOpHU. IIpu 3aTOmIeHHI MPOTIroM MNepuoi
100U BiIOYBasIOCh MEBHE 301TIBIIICHHS PO3MIPIB ITUX MIXKKIITUHHUKIB, IHKOJIA TXHE
3JIMTTS 3 YTBOPEHHSIM HEBEJIHMKUX MOPOXKHUH (puc. 4.38, 0), mpoTe ajii CTpyKTypa
arieKCIB JIaTepaIbHUX KOPEHIB HE 3MIHIOBAJIaCh (aH1 HE MpeacTasieHl). BogHoyac
aJBCHTHBHI KOPEHI, MOsSBa SKUX BigOyBajacs depe3 2 JOOHW IMCIs 3aTOTUICHHS,
MICTWJIM J100pe PO3BHHEHY CXI30T€HHY aepenxiMmy (puc.4.38,c). YTBopeHH:s
CHUCTEMHU TIOBITPSHUX TOPOKHUH B IHUX KOPEHAX IMMOYMHAIOCS 3 BEIUKHX
MDKKJITUHHUKIB YK€ B MEpIIUMX IIapax OCHOBHOI mepuctemu. [lpu mepexoi
KJIITUH 3 MEPUCTEMH 1O 30HU PO3TATYBAHHS MIKKIITUHHUKH 00’ €IHYBaJIUCh Y
BEJIMKI MDKKJIITUHHI TTIOPOKHUHU, MTOCTYTIOBO OXOTUTIOIOYM Maif’ke BCl IIapu KOPHU.
(Mikpockomiuauii anam3 mposeaeHo HO.B. OBuapeHko B pamKax CyMICHOTO

JOCTIJIPKCHHST )
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A Mepuctema 30Ha pO3TAryBaHHs

————

e
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Puc. 4.38. Po3BUTOK aepeHXIMH B KOpEHEBUX ariekcax S. sisaroideum: (A) cxema

30H POCTY KOPEHEBOro amnekcy (BEePTUKAIbHUMHU JIHISIMU BKa3aHO MICLS
po3ramryBaHHsi 3pi3iB); (b) momepeuni 3pizu: (a, 0) naTepaliibHi KOpeH1 3a
HOPMaJIbHOT BOJIOTOCTI IPYHTY (a) Ta uepe3 8 roj 3aToruieHHs (0); (B) aABEHTUBHI
KOPEHI, pICT SIKUX IHIIIIOBABCS IiJ BIUIMBOM 3aToruvieHHs; (1) mpoxcumanbHa
MepucTeMa OJU3bKO J0 amiKaldbHOI Mepuctemu; (2) MmpoKCHMallbHa MEpUcTeMa
OJIM3BKO JI0 30HU PO3TATYBaHHs; (3) 30Ha po3TAryBaHHs. MacmTabHa JiHIHKa —

50 mxMm. ([dani FO.B. OBuapenko; Kozeko, OBuapenko, 2015)

Omxe, naHl mojo BigmoBial S. sisaroideum Ha 3aTOIICHHS J03BOJISIOTH
PO3MICTUTH JOCIIJDKEHI TMpOIeCH Yy TMeBHIM TmocaigoBHOCTI. HalmBuamoro
peakiiiero pociauH BusiBUBCsl cuHte3 HSP70, 1m0 CBIIUMTh MPO aKTUBALIIKD CUCTEM
3aranpHOTO 3axucty (Lichtenthaler, 1998; Kysuneros, 2001; Kopatom u ap., 2003).

3MIHU €HEePreTUYHOTro MeTaboji3My, K1 € YaCTHHOIO CIIeIiali30BaHOi ajanTariii
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no Hecraui kucHO (McManmon, Crawford, 1971), moumHanvcs yepe3 TNEBHUN
BIJIPI30K Yacy 1 MPOXOJMJIM JBOMA NUISXaMH — IUISXOM aKTHBAIlli €TaHOJbLHOIO
OpOMiHHS Ta INUIAXOM YTBOPECHHS CHUCTEMHU TOBITPSHUX TOPOXHUH. OcTaHHE
B11I0YyBaJIOCs CIIOYATKy 4epe3 30UIbIIeHHS 00’ eMy MIKKIITUHHHUKIB JIaTepabHUX
KOPEHIB CHUCTEMH TOJIOBHOTO KOpEHs, a II3HIIIE — Yepe3 IHIMIaIli0 POoCTy
AepPEHXIMOHOCHUX aJIBEHTUBHUX KOPEHIB.

BaxyMBo migKpecIuTH, o B KOPEHX S. sisaroideum moKa3aHa HasIBHICTh K
MeTa0OJIYHOI aHAepoOHOI ajanTamii NUIAXOM NEPEKIYEHHS EHEPreTHYHOIO
MeTa0oMi3My KIITHH 3 OKHCIIOBaJIbHOTO (ochopuatoBaHHS Ha TIIKOII3 Ta
€TaHOJbHY (DepMEHTALII0, TaK 1 CTPYKTYPHUX 3MIH, CIIPSMOBAHUX HAa YHUKHEHHS
aHaepo6103y. Ha mouaTky 3aToOrieHHS B CHCTEMI TOJIOBHOTO KOpEHs BijOyBajach
aKTUBALISl TIEPILIOTO MPOLECY, TOI K 30UIbIIEHHS 00’ €My MIXKKIITUHHUKIB OYyJI0
HE3HAYHUM 1 HE MPHU3BOAMIIO J0 YTBOPEHHS aepeHxiMu. ToOTO B mepii roauHU
rinokcii pojib MeTaboJIiuHOI aHaepoOHOI ajanTarlii, OYEeBUIHO, € BUPIIIAIHHOIO.
[Ipote, BimomMo, 110 MpoILIeC IEPETBOPEHHS TIFOKO3U Ha €TaHOJI MEHIII €HePTeTUIHO
BUTIJTHUN TIOPIBHSHO 3 OKHUCTIOBaIbHUM (dochopumtoBanusiM (Jackson, Ricard,
2003). 3 iHmoro Ooky, audy3is KUCHIO 3 HAJ3€MHHMX YacTUH POCIMHHU 3a
BIJICYTHOCT1 aepeHximMu HeBenuka (Baprameran, 2005). Otxe, HecTaua eHeprii
MOXKE€ OyTH TpUTEPOM, SIKUW 3alyCKae€ PICT aJBEHTUBHHUX KOPEHIB, IO MICTAThH
aepeHxiMy Ta 3JaTHI 3a0e3neuyBaTd CTaOUIbHE ICHYBaHHS POCIMHU 33 yMOB
KOpeHeBOl Timokcii. Ile BIANMOBIJae TOJOXKEHHIO PO  KIKYOBY  POJIb
CHEePreTUYHOr0 MeTaboJi3My B 3a0€3MEUCHHI TOJEPAHTHOCTI POCIUH IO
aHaepoOHux ymoB (BapranetsH, 2005; Kordyum et al., 2017).

Crin TakoX 3a3HAYUTH, 110 MakcuMainbHe 3abapBieHHs AJ[[T BusiBisuiocs B
KJIITHHAX aleKCiB SK JiaTepalbHUX, TaK 1 aJBEHTUBHHUX KOpEHIB. 3HAyHA
AKTUBHICTh €TAaHOJILHOIO OpOJIIHHS B HUX MOX€E OyTH IOB’S3aHAa 3 BHCOKHUMH
CHEpPreTHYHUMHU MOTpedaMu MOJIOAMX KIITHUH JUisi 3a0e3MeYeHHS] POCTOBUX
npoiieciB. BioMo, 110 KpUTUYHUHN [JI1 AUXAaHHS TUCK KHUCHIO B aleKCl KOPEHS €
BUIIUM 3a Takui B OUThI 3pinux oro 3oHax (Jackson, Ricard, 2003). Tlokazano

TaKOX, M0 BEPXIBKM KOPEHIB HAWYYTIWBINI JO HECTaul KHUCHIO 1 3JaTHI
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NEPEHOCUTU AaHOKCIIO, K MpaBuio, Jjuine Kuibka ai06 (Pukap, 2003). 30ir
nokamizamii AJ[I’ 3 wmicuem mnoyatky GOpMyBaHHS aepeHXIMH B amekcax
aJIBEHTUBHUX KOPEHIB CBIAYUTH MPO Te€, 110 3HAYHI EHEPreTHUYHI NOTPEOU KIITUH
30H pPOCTy MOXYTh 3a0€3MedyBaTUCh SK 32 PaxyHOK OKHCIIOBAIBHOTO
dbochopusnoBaHHs 3 BUKOPUCTAHHSIM KHCHIO, SIKMM HAJIXOJIUTh Y€pPE3 acpeHXIMY,
TaK 1 3a paXyHOK MEPETBOPEHHS IIIOKO3U B eTaHoi. [Ipu nbomMy ocTanHii mporiec
MOXXE€ OYyTH OCOOJMBO BAKIWUBUM IS KIITHH AamiKaJbHOI MEPHUCTEMH Ta
KOPEHEBOT0 YOXJIMKA, 0 SKUX aepeHXxiMa 0e3rmocepeIHbO He JOXOIUTh.

XapakrepHo, mo HasBHIcTb HSP70 1 AJII" B nHcTKax, a TakoX PO3BUHEHY
aepeHxiMy Ta (hepMeHTaTUBHY akTUBHICTh A/I[" B KOpeHsX MU BU3HAYAIIU TAKOXK Y
pPOCIMH TPUPOIHUX TONyNsAuid S. sisaroideum 1 S. latifolium (auB. puc. 4.54,
1. 4.6; Kordyum et al., 2012, 2017).

[TopiBHIOIOUM pe3yJIbTATH BUBUEHHS peakiiii YOTUPHOX BU[IB HA 3aTOIUICHHS,
ciig BiAMITUTH HactynHe. Ha Binminy Bif S. sisaroideum, 3aTOIUICHHS POCIUH
A. thaliana, M. silvestris 1 M. pulchella mpn3BOUTH 10 MOCTYIIOBOTO MOTIPIICHHS
ix cra"y 1 3aru0Oeni. 3 BEJIMKOIO BIPOTIAHICTIO MOXHA BBa)KaTH, 110 PI3HUIISL B
aJanTUBHUX BJIACTMBOCTSX IIMX BHJIIB MEPIII 32 BCE 00OYMOBJICHA BIIMIHHOCTSIMHU B
iX 3IaTHOCTI JO YTBOPEHHS pPO3BUHEHOI aepeHxiMu. l[IpuckopeHe crapiHHS 1
3arubens pociuH A. thaliana, M. silvestris 1 M. pulchella npu 3aroruieHHi,
OYEBHJIHO, € HACIIJIKOM BIJCYTHOCTI TE€HETHYHO-JICTEPMIHOBAHUX MEXaHI3MIB
CTPYKTYpHOi ajanTamii /0 TpuBalioi KopeHeBoi Trimokcii. Tak, 3a maHumu
Miihlenbock et al. (2007), y 4-tmwxkHeBux pociuH A. thaliana aepenxima He
YTBOPIOETHCS. 3/1aTHICTh (DOPMYBATH HEBEIUKY 3a 00’ €MOM JII30TCHHY a€pEeHXIMY
B TIIOKOTHIII-KOPEHI Y IbOTO BUJY 3 SBIIAE€THCA 3 BIKOM (BUSBIEHO Y 12-TH)KHEBHX
pocnun). [loniObHy curyariro, HMOBIpHO, MOXHA ITPOTHO3YBATH 1 JJIsl MaJIbBH.

[Ipote mBuaky aktuBaiiro cuHtesy HSP70 B mmcTkax, 1o € iHIAKaTOpOM
CHCTEMHOI CTpec-peakllii, crocTepiraiy y BCiX BuUMiB. 1i BU3HAueHHS B Hepii
30 XB CBIIYUTH MPO BUCOKY YYTJIUBICTH POCIWH BCIX YOTUPHOX BHUMIIB [0
HaAMIpHOi Bojorocti IpyHry. I[lpuymHamMu 1BOro MOXYTb OyTH 30UIbLIEHHS

BMICTY HE(YHKI[IOHAIBHUX TOJIMENTHIB BHACTIAOK 3HWKEeHHS pH nuroruiazmuy,
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rerepaniss ADK, katabomiuHi npouecu, TOpPMOHAIbHA PETYJIALIS, 3MIHU MIPOrpPaMu
reHHoi ekcrpecii Tomo (Roberts et al., 1982; Jackson, Ricard 2003; Jackson, 2006;
Ye et al., 2015).

Innykmiro cunaresy AJIIT BusBIEHO SK Yy CTIHKOTO JO 3aTOIUICHHS
S. sisaroideum, Tak 1y HecTiliKoro A. thaliana. B 000X BUJIIB BOHA TIEBHOIO MIPOIO
BijicTaBana BiJ 1HAyKUii HSP70, mo niaTBepkye MocaiJoBHY aKTUBAIII0 CUCTEM
3arajJpHOTO 3aXUCTY 1 aHaepOOHOI MEeTabOoIIYHOT aanTaiii.

Kpim Ttoro, na mnpukmami S. sisaroideum mnoxazano, mo cuHte3 A/l y
BIJIMOBIJb HA 3aTOIUICHHS AKTUBYETHCS CIIOYATKY B KOpeHsX S. sisaroideum, a
MOTIM B JIMCTKAaX. BUXOAsUM 3 TaKUX JAaHUX, MOKHA CTBEPIKYBAaTH, III0 IPYHTOBE
3aTOIUICHHS BHWIKJIMKA€ CTPECOBY pEaKIlil0 BChOTO OPraHi3My Ta CHPUYHHSE
CUCTEMHY I1HAYKIIIIO €TaHOJIBHOTO OpOJIIHHS, fKa MOYMHAETHCA B KOPEHAX, IO
3a3HAIOTh HECTAaul KUCHIO BHACIIIJIOK 3aTOIJICHHS, 1 PO3MOBCIO/IKY€ETHCSI HA OPTaHH,
0 KOHTAKTYIOTh 3 TOBITPsIM. BITMB KOopeHeBoi Tinmokcii Ha MeTabomi3M cTe0I0BOT
YaCTUHU POCIUHU omucaHuii B psai poOit (Jackson, 2002, 2006; Jackson, Ricard
2003). Ha kinpkOX BHJAX HA3eMHHMX PpOCIHMH [OKa3aHO, W0 TPaHCAYKIIs
crenudiYHOrO CUTHANY BiJ KOpPEHIB J0 cTeOsia BiIOYyBAETHCS MPOTATOM MEPIINX
roJiuH KkopeHesoro 3arorieHHs (Jackson, 2002). [Ipo HassBHICTh CUCTEMHHX 3MIH Y
MeTa0oJ113M1 HaJIBOAHOI YACTUHH MOBITPSIHO-BOJHUX POCJIMH 3a BIUIUBY KOPEHEBOI
TiNOKCii CBIAYaTh YMCIEHHI O3HaKW CTPYKTYpPHOI Ta METa0oJIyHOI ajamnTarlii
JUCTKIB, BUSABIICHI Y POCIMH BE€Xy HPUPOAHUX MOMYJSALINA, IO 3pOCTAIOTh HA
mutkoBoai (Henyxa, 2011).

Crnil TakoX BIAMITUTH BUCOKY 1HTCHCHBHICTH CHUHTE3Y B S. sisaroideum sk
HSP70, tak 1 A" npotsarom mionaiimeniie 10 ai6 3aTorsieHHs, TOOTO mijd 4ac
Himiamii Ta pocTy M0JaTKOBHX KopeHiB. lle mokasye, mo mporpama amanTarrii
[LOTO TOBITPSIHO-BOAHOTO BHUAY JO 3aTOIUICHHS BKJIIOYA€ 3HAYHY IHIYKIIIO Ta
OiATPUMAHHS Ha BUCOKOMY pIBHI CHHTE3y CTPECOBUX OINKiB 1 (epmeHTIB
€TaHOJBLHOTO OpOMIHHS MPOTATOM Tepioxy Mopdonoriuaoi aganTtarii. Takuit
xapaktep cuHte3y HSP70 cBiquuTh Mpo OOMEXKEHICTh 3arajibHOro ysiBJICHHS,

BIJIIOBIJHO JI0 SIKOrO CTpecoBl reHH, 30kpema HSP, ekcrnpecyrorbes nmie Ha
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nouatky crpec-peakuii (Senthil-Kumar et al., 2007). IIpore B 10 KOHIEMIIiO
IIJIKOM BKJIAJIAOTHCSl HECTIMKI J0 3aTOIJICHHS BUAM. TaK, 3a HAIMMU JaHUMHU, B
A. thaliana nesne nocunenus cuntezy HSP70 1 A" y nepui 6-8 roj BUSBUIIOCS
tuMyacoBuM. Herpuanuii cunres inaynudensunoro HSP70 y nepmri rogunu micins
3aTOIJICHHS! BUSIBJICEHO TAKOX y POCIMH MaibBU. OUEBUIHO, IIBHJKA THMYacOBa
aKTUBAIll CHCTEMHU 3arajJibHOTO 3aXMCTy 1 aHaepoOHa MeTaboJiuHa akiIiMarlis
JAlOTh IIUM  POCIMHAM  MOXIJIMBICTH  TEPEHOCHTH HETPUBAII  TEPioaH
nepe3BoOKeHHd IpyHTy. CiiJl BIAMITUTH, L0 B3a€EMO3B 30K MIK BHCOKOIO
YYTIUBICTIO IO CTPECY Ta KOPOTKUM JIar-mepiojjoM 1 HETPUBAIOK I1HAYKLIEIO
HSP70 panime Bu3Hauanu y TBapuHHUX 00’ekTiB (Shatilina et al.,, 2011).
BoaHouac Oinbll BUCOKMM PIBEHb CTIMKOCTI Y POCIMH MajbBU MOPIBHSHO 3
A. thaliana xopentoe 3 TOCUTh BHCOKHMM BMICTOM KoHcTUTyTHBHOTO HSP70, Ta
MOXe OOYMOBIIIOBATUCH IHIIMMHU (Di310JIOTIYHUMH PEAKIIIMH, TaKUMH SIK
3MATHICTh 30epiraTu TOYKY POCTY 1 BEpXHI JIMCTKH 3a PaxXyHOK BIIMHUpPaHHS
HIDKHIX. [IpuMIiTHO TakKoX, 10 OJIM3bKI 3a CTIHKICTIO 10 3aToIuieHHs M. silvestris 1
M. pulchella xapakrepusyBanucs noaiOHUMH Mixk coboro npodimsimu HSP70.

B mimomy, oTpumaHi pe3ynbTaTtd, MO-TIEpIie, CBIAYaTh MPO CUCTEMHICTH
peaxiiii poCcIMH Ha KOPEHEBY TIMOKCII0, MO-APYTe, MOKa3yI0Th CXOXKICTh PO3BUTKY
CTPECOBO1 peakilii 1 aHaepoOHOI akiliMalli B JIMCTKaX KOHTPACTHUX 3a CTIHKICTIO
POCIIMH y TepIIl TOJAWHM TPYHTOBOTO 3aTOIUICHHS Ta BUIOCHEIU(IYHICTH Y
NOAAIBIIOMY TEpediry IUX MPOIECiB, M0 KOPEIe 31 3AaTHICTIO BHUIIB 0

CTPYKTYpPHOI ajanTauii.

4.4.3. Kinernka cunresy HSP70 y 3B’A3Ky 3 HOCYXOCTIfKICTIO pOCTUH

YMOBH OCYXH CTBOPIOBAJIHM HUISXOM MOCTYIOBOI'O MiJICUXAaHHS IPYHTY MICIS
OPUNUHEHHS TOJUBY, IO MPU3BOAMIO JO BTpaTH Typropy JHUCTKIB (abo
MO>KOBTIHHSI HMXKHIX JIMCTKIB) 1 3r0JIOM JI0 iX CTIMKOTO B’SHEHHS. 3a BOJIOTICTIO
IPYHTY, SIKa BIAMOBiJajia CYTTEBUM 3MiHaM CTaHy POCIIHH, BUIU PO3TAIIOBAHO Y
HACTYMHOMY MOPSAKY: S. sisaroideum < A. thaliana < M. pulchella = M. silvestris

(Tabmn. 4.3).
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Tabnuys 4.3

3minu ¢i3i0J10rIYHOr0 CTaHy POCJMH MiJ Yac PO3BUTKY I'PYHTOBOI MOCYXH

Baroga Bosoricts rpyHry, % Bia cyxoi Baru (M £ SD)

Brtpara Typropy auctkis

Criiike B’ IHEHHS JIUCTKIB

Bun ) .
a00 MO>KOBTIHHS HIKHIX
JUCTKIB (Y MaJIbBH)
A. thaliana 35+0,9 21+0,7
M. silvestris 25+0,7 15+0,5
M. pulchella 25+0,7 15+0,5
S. sisaroideum 32+1,1 27+0,8
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Puc. 4.39. BonmuB mocyxu Ha A. thaliana (Col-0): (A) 3MiHE BaroBoi BOJIOTOCTI

rpynry (% Bin cyxoi mach); (b) Bectepu-omor-ananiz HSP70 B nuctkax. TunoBuii

OJIOT PO3TAIIOBAHO Mij Pe3yJNbTaTaMH JEHCUTOMETpUYHOro aHanizy. Ha rpadiky

piBeHb O11Ka y BijicoTkax 10 Koutpouto (0 n116) (M £ SD).
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Amnaniz HSP70 nuctkiB A4. thaliana BUSIBUB IOCTYIIOBE 30UIBIIEHHS KIJIBKOCTI
oinka 71 kJla mporsarom po3BUTKYy Tmocyxu (puc.4.39). BogHouac 3HauyHe
MOCUJICHHS IOT0 CHHTE3Y KOPEIIOBaJo 13 BTPATOIO TYPropy Ta B’SIHEHHSM JTUCTKIB.
[TopiBHIOIOUHM I1i J1aHi 31 3MIHAMH T€HHOI eKcrpecii y mpopocTKax IbOTO BUAY MpU
MOJICJIIOBaHHI BOJAHOTO Jediuurty, mpeacrtaBienumu y 1. 4.1.2, MoxHa
OPUITYCTUTH, IO CTpuOKonmonaioHe 30inbiieHHs kKiutbkocTi HSP70 mim dac
MOTIPIIEHHSI CTaHy POCIMH OOYMOBIIGHO TIEPEBAXHO I1HAYKIIEIO CHHTE3Y
AtHSP70-4.

Pi3Huis mMixk pociMHAaMH JBOX BHJAIB MajlbBU 32 YacCTKOKO 3€JIEHUX JHUCTKIB
miJy Yac TIOCTYyHNOBOIO  TMIJCHUXaHHS TIPYHTY  BUSBWIACA  CTaTUCTHUYHO
HEJ0CTOBIPHOIO, TOOTO CTaH POCIHMH 000X BU/IB MOTIPIIYyBaBCS Mailke 0HAKOBOIO
Mmiporo (puc. 4.40, A). Cxoxoro BusBWIach 1 auHamika cuHTesy HSP70
(puc. 4.40, b, B). Ha noyatky po3BUTKY BOJHOTrO ACGIIHUTY CIOCTEPIraau ciadKy
aktuBauito cunrezy HSP70 3 mon. m. 78 k/la. I10>KOBTIHHS 1 B’SIHEHHS HUXKHIX
JIMCTKIB TIOYMHAJIOCS MPU 3HIKEHH1 BOJIOTOCTI IpyHTY HIKYe 40% Big cyxoi macw,
IO CYNPOBOKYBAJIOCS MOCUJIEHHSAM CHHTE3y KOHCTUTYTHBHOTO OlJIKa y BEPXHIX
mucTtkax. [lomanpine mijgcuxaHHs TPYHTY 10 ~25% MPU3BOIUIO 0 aKTUBHOTO
BIJIMUPAHHSI HIDKHIX JIMCTKIB T4 OJHOYACHO 1O TMOCHUJICHHS HAKOMUYEHHS OlIKa
78 x/Jla Ta iHAyKIii cuHTe3y O1Ka 69 k/la y BepXHixX JIHUCTKAX.

Amnanis S. sisaroideum 1moka3aB BUCOKY UyTJIMBICTb POCIIHH I[LOTO MOBITPSHO-
BOJHOTO BHUAY JO IMOCyxW. 3HauHy akTtuBamiio cuHtesy HSP70 B nucTtkax
BU3HAYAJIM BXKE HA TIOYATKY PO3BUTKY MOCYXHU — MPHU 3HWKEHHI BOJOTOCTI IPYHTY
no 50%, xomu BMICT BOAM B JIMCTKaxX Maibke He 3MiHIoBaBcs (puc. 4.41).
[Tomampmuii  pO3BUTOK BOAHOTO JAC(PIUTY TPHU3BOAMB O IIOCTYIIOBOTO
HakonmueHHss HSP70, sike mocsiraio MakCUMyMmy 3 MOYaTKOM B’SIHEHHS JIMCTKIB
py 3HUKEHHI BMICTY BOAM B HUX 10 ~84% 1 BMICTYy Boau B IPyHTI 110 ~27%.
[Tomanbie MOCHIICHHS BOJTHOTO AehIUTY TPU3BOAMIIO 0 HE3BOPOTHOTO B’ THEHHS

pocnuH 1 aerpanamnii HSP70.
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Puc. 4.40. BrnnuB nocyxu Ha M. silvestris 1 M. pulchella: (A) 3MiHu BaroBoi

Bosiorocti IpyHTY (% BiJ Cyxoi Macu) 1 BIJICOTOK >KMBHX JIMCTKIB (PI3HUIIA MIXK

BUJIaMu HegocTtoBipHa, One-way ANOVA, p > 0,05); (b, B) Bectepn-0noT-anani3

HSP70 B muctkax M. sylvestris (b) i M. pulchella (B). Tumosi 610T po3TanioBaHo

MiJ pe3yJibTaTaMu JIEHCUTOMETPHUYHOro aHamizy. Ha rpadikax piBeHb OuUIKa y

BiJICOTKax J10 O11Ka 3 moJi. M. 78 kJla y kontpodi (0 rox) (M + SD).

OTxe, pe3yJIbTaTu aHalli3y PI3HUX 3a OTpedaMu 10 YMOB BOJ103a0€3MeUeHHs

BUJIIB MIATBEP/KYIOTh ywdacTh HSP70 B aganramii KJIiTHH, MOKa3ylooud ix

POrpPECUBHE HAKOMMUYEHHS MPOTATOM PO3BUTKY BOJAHOIO A€(IIUTY, 1 pa30M 3 TUM

CB1/IYaTh PO BUJIOBI OCOOJIUBOCTI Ta TICHUI B3a€EMO3B’ 30K XapaKTepy iX CUHTE3Y

3 (1310JIOTTYHUMH 3MIHAMH.
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Puc. 4.41. BiniuB nocyxu Ha S. sisaroideum: (A) 3MiHA BaroBoi BOJOTOCTI IPYHTY
(% Bim cyxoi macu) i BMicTy Boau B ymctkax (% Bim cupoi macu); (b) BectepH-
onor-ananiz HSP70 B nuctkax. TumoBuii G10T po3TalIOBaHO IMij pe3yJibTaTaMu
neHcuToMeTpuyHoro ananizy. Ha rpadiky piBeHs Oiika y BiCOTKaX 10 KOHTPOJIIIO

(0 1i6) (M £ SD).

OTpumani naHl MATBEP/KYIOTh HAIlle MPUITYIICHHS, [0 aKTUBAIlSl CUHTE3Y
iHayuoensaux HSP70 BinOyBaeTbesi Tpu 3HMKEHHI BOJIOTOCTI IPYHTY HIDKYE
NEeBHOI MexXl. Taka 3aKOHOMIPHICTh MMOKa3aHAa HAMHM TaKOX I 1HAYLHOEIbHOTO
AtHSP70-4 3a manumu aHamnizy TeHHOI eKcrpecii B MpopocTkax A. thaliana npu
MOJIEJIFOBaHHI Tporpecyroudoro BogHoro nedinuty (auB. m.4.1.2). bauspki 3a
MOCYXOCTIMKICTIO BUU MaJIbBU MaJId CXO0XKY MK COOOI0 KIHETUKY 3MiH JBOX 30H
HSP70 — mocuieHHs CHHTE3y KOHCTUTYTUBHOTO OiJKa Ta IHIIAIII0 CHUHTE3Y
1HIYIIUOCIBHOTO MICJSL  JOCSTHEHHS TIEBHOTO PIiBHS  BOJHOTO  JACQILHUTY.

XapakTepHO, IO POCIMHU TOCYXOCTIMKHUX BHUIIB TOKa3yBaJlld BHCOKHH BMICT
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HIaNepoHIB MIJ 4Yac B’SHEHHS JMCTKIB, TOAl AK OLIbII YYTJIMBHM 10 IMOCYyXH
S. sisaroideum, HanpoTH, XapaKTEPU3yBaBCS PAHHBOIO 3HAYHOIO AKTHBAIIEIO
cuntesy HSP70 Ta #oro perpapamiero mij 4ac B’siHEHHsA. JlaHi CTOCOBHO
OCTaHHBOTO BHAY J00p€ Y3rOMKYIOThCS 3 JaHUMHU I1HIIUX JOCIIJIHHKIB, SKI
BUSBWIM 3HA4YHY akTuBaliio cuaTesy HSP70 3a mocynuimBux yMoB y HOBITPSIHO-
BOJHOTO BUNy Alternanthera philoxerides, TakoX 34aTHOTO BHUHOCHUTH JA€(ILUAT
BOJM MPOTSTOM TpuBajoro nepioay (Jia et al., 2015).

BianoBinb pocivH Ha MOCTYNOBE MIJCUXAaHHS IPYHTY B CyYacHiil jiteparypi
4acTO HAa3UBAIOTh IIPOJIOHTOBAaHUM a00 XPOHIYHHUM BOJHHUM CTPECOM», MPOTE Y
CTPOTrOMY CEHC1 JI0 cTpecy, TOOTO peakilli opra”iaMy Ha TOCTPY IO MIKIJJIUBOTO
areHTa, Il IPoIIeCH BIAHECTH HE MOXHA. B 11boMy BHUMaAKy CKOpillle MPaBUILHO
TOBOPHTH TPO IMOCTYIIOBY aJaIlTaIlll0 OPTraHi3My J0 TOCHICHHS PiBHS IIKIIJTHBOCTI
yuHHUKa y daci. OJHak, 3a TakuxX YMOB Oe€3lepepBHI KUIbKICHI 3MIHU
IHTEHCUBHOCTI ()aKTOpa MpH JOCATHEHHI M MEBHOT MEXI MOXKYTh MPU3BOAUTH JIO
JUCKPETHUX SKICHUX 3MIH KIITHHHOTO TOMEOCTa3y 1, BIJMOBITHO, 3amlyCKy
aganTUBHUX peakuii. Lle BiAnoBigae po3yMiHHIO TOTO, 1110 3HUKEHHSI BMICTY BOJU
B KJIITUHAX JI0 TIEBHOT'O TIOPOT'OBOTO PiBHS MPU3BOJAMTH J0 SIKICHUX 3MiH T1ApaTHUX
000JI0HOK OUIKOBUX MOJEKYJ, iX JIeHarypamii Ta BTpaTH (YHKIIOHAJIBHOI
aktuBHocTi (Billi, Potts, 2002; Bray, 2002), a pi3ke 3017IbII€HHS €HATYPOBAHUX
OUIKIB, y CBOIO Yepry, Moxke moTpedyBaTu nojaaTkoBoro cuatesy HSP, morpiOHux
st 3axucty nporeomy (Shinozaki, Yamaguchi-Shinozaki, 2007; Jacob et al.,

2017).

4.4.4. bazosui pienb HSP70

[lin wac anamizy kiHetuku cuHTesy HSP70 namu Oyno BimMiueHo, IO
POCIMHU PI3HUX BUIIB PI3HUIUCA MK COOO0 32 BMICTOM IUX OLIKIB y KOHTPOJI
(TobT0 3a HOpManbHUX YMOB). [Ipu ubomy HSP70 y pi3HuX BU/IB BU3HAYAIUCH 32
JIOTIOMOTOI0  OJHMX MOHOKJIOHAJbHUX AaHTHUTUI, IO CBIIYUTH IPO BHUCOKY
rOMOJIOTII0 1MX OuIKiB. JlJis mepeBipKM MHUTAaHHS, YU KOpenroe 0a30BHM piBEHb

HSP70 B nucTkax 13 piBHEM CTIMKOCTI POCIWH, HAMH IMPOBEAEHO BECTEPH-OJIOT-
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aHami3 nporo Oinka y A. thaliana, M. silvestris, M. pulchella 1 S. sisaroideum, sxi
BUPOIYBAJIUCh 32 OJTHAKOBUX JIAOOpAaTOpHUX YMOB Ipu Temmeparypi 22 + 1°C i
Bosiorocti IpyHTy ~70%, a TakoX B JUCTKAaX HPUPOAHUX poOCiIuH 1. natans,
BUTPUMAHUX KiJIbKa TOJIWH TpH Temmepatypi Bogu 20°C 1 temmeparypi MOBITPs
22°C. Otxe, 3a piBHEM KOHCTUTyTHBHOro cunHtedy HSP70 B nuctkax Buau
YMOBHO pO3TallyBajJHCh y MOCHiIOBHOCTIL: 1. natans < A. thaliana < M. pulchella
~ M. silvestris < S. sisaroideum, 10 TO3WTHBHO KOPEIIOE 3 iX aJallTUBHUMH

BJIaCTUBOCTAMU (pucC. 4.42).
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Puc. 4.42. Bectepn-6mot-ananiz HSP70 B mmctkax T. natans, M. silvestris,
M. pulchella, S. sisaroideum 1 A. thaliana 3a HOpManbHUX yMOB. TumnoBuii 6J10T
PO3TAIIOBAHO MiJ pe3yJbTaTaMH JEHCUTOMETPHUYHOTO aHaiidy. BHu3y mokazaHo
MeMOpaHy, 3abapiieHy Ponseau S micis enekTpornepeHocy i KOHTPOJIIO
3aBaHTaXeHHs Ouka. Ha rpadiky piBeHb Oilka BHUPaXEHO Yy BIJICOTKAX /0
S. sisaroideum (M = SD). Pi3HHMIS J0CTOBipHAa MK BCIMa BHJAMH, KpiM

M. silvestris 1 M. pulchella (t-rect Ct’1onenra, p > 0,05).
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Haitbinpmmii BmMicT Oinka BU3HA4YeHO B S. sisaroideum, 37aTHOTO POCTH B
yMOBax SIK CyXOJ0Jly, TaK 1 MUIKOBOJ/S, Ta CTIMKOrO 0 TEMIIEpaTypHUX 3MiH.
Bkpait many xuibkicth HSP70 (Ha Mexi 4yTIMBOCTI METOAY) ACTEKTYBaIU Y
T. natans - BOJHOTO BHUJY, HE3AATHOTO ICHYBAaTH 11032 BOJOIO Ta 3 MPOTHO30BaHO
BY3bKUM TEMIIEpaTypHUM J1alla30HOM, III0 NPUTAMAaHHO BOJHUM POCIHMHAM
(Omym, 1986). KonctutytuBuuii pisenb HSP70 y nBox BuiB ManbBu OyB Maiike
OIHAKOBHM, II[0 BIAIOBIJA€ IX OJIM3BKOCTI 3a CTIMKICTIO 10 JOCHIIKEHUX
YUHHUKIB, IPOTE BUILIMM 3a A. thaliana, niis sIKOTO XapakTepHi MOMIpHI aJanTUBHI
BiaactuBocTd. OTXKe, pe3yibTaTH aHami3y IMO0Ka3yloTh, IO 0a30BHil pIBEHb
CHUHTE3y IMpHU CTpeci Ta CTIAKICTIO JOCHIIKEHUX BHJAIB /0 HECHPUSTIUBUX
YUHHUKIB. Taki pe3ynbTaTi BKa3ylOTh Ha Te, 10 0a30BHIl BMICT I[UX IIANIEPOHIB B
KJIITHHAX TaKOXX MOXKE€ MaTH CyTT€BE 3HAYEHHS I 3a0e3MedeHHs [11arna3oHy
CTIAKOCTI POCIMHHOT'O OpPraHi3my.

Hami crioctepekeHHs y3TOKYIOThCS 3 pe3yibTaTaMHu JOCTIHKEHb 1HIINX
aBTopiB. Tak, npu nopiBHAHHI A. thaliana 3 1HIIUM BUJIOM pOoJauHU Brassicaceae,
BUCOKOPE3UCTEHTHUM [0 PSAAYy HECHPUATIMBUX €KOJOTIYHUX (akTopiB —
Thellungiella salsuginea, BusiBIeHO OinbIn Bucokuii 06azoBuit Bmict HSC70,
HSP60 1 HSP110 y Oupm criiikoro Buny (I'amOypr u ap., 2014). Ilo3utuBHuii
B3a€MO3B’ 130K MK 0azoBum piBHeM HSP70 i crymenem ix cTpecoBoi iHIYKIIT Ta
TEPMOCTIMKICTIO TAKOK BU3HAYeHO y TBapuHHUX 00’ekTiB (Evgen’ev et al., 2007;
Bedulina et al., 2010a, b, 2013; Shatilina et al., 2011). 3anexHicTb conecTIHKOCTI
Bl KOHCTUTYTUBHOro piBHA cuHTe3y HSP70 BigMivamu y OJHOKIITHHHHX
opranizMiB (CmypoB u ap., 2010). IIpumitHo, mo 6azoBuit BmicT SHSP BusiBuBcs
OubIl BapiaOeNbHUM 1 JIHIMHOI 3aJIEKHOCTI BIJ CTIHKOCTI OpraHi3MmiB He

noka3yBaB (Ha amdinonax) (Shatilina et al., 2011).

OTxe, pe3ysbTaTu MOPIBHSUIBHOTO aHaNi3y cuHTe3y OutkiB poauan HSP70 ta
Jiana3oHy CTIMKOCTI BHUMIIB, PI3HUX 32 €KOJOri€r Ta MOPQOJOTIYHUMH,

OHTOT'CHETHYHHUMH 1 aJalITUBHHUMH OCO6J'II/IBOCT51MI/I, IIOKa3aJiu:
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e ImyHocnopiaHeHicTs uuTo30apHUX HSP70 y BUIIB pOCIUH pi3HUX POJIUH,
110 MiTBEPHKY€E BUCOKY KOHCEPBATUBHICTH IIMX OLIKIB.

e bazoBuii piBenr nurozonbHUX HSP70 3a ymoB, OnmM3bKHX 110
ONTUMAJIbHUX, KOPEIOBaB 31 CTIMKICTIO POCIHMH O CTPECOBUX YMHHUKIB
Ta X aIaTUBHUMU BJIACTUBOCTSIMHU.

e Bunosi ocobmmBocti kinetuku cuaTesy HSP70 3a BIiiMBy HecipuATIUBUX
30BHIIIHIX YUHHUKIB CTOCYBAJIHUCH KIJBKICHMX 1 YaCOBHUX IOKa3HUKIB 1
BIJIMOBI1aTK 3MiHaM (Pi3107I0TIYHOTO CTaHy POCIHH.

e 3axWCT KIITUH HAa TIOYATKy BIUIMBY YMHHHUKA BIJOYBaBCS 3a PaxXyHOK
(yHKLIOHYBaHHS ICHYHO4Yoro myiay uuto3oibHux HSP70. 306inbiieHHs
J03M YMHHUKA BUKJIMKAIO 30UTBIICHHS MYy [HX MIANCPOHIB MUIIXOM
aKTHBAllli CHHTE3y KOHCTHUTYTHMBHUX Ta IHAyHUOenpbHUX OuUIKiB. [lpum
bOMY 3aIlyCK CHUHTE3y I1HAYyUMOEIbHOr0 KOMIIOHEHTa Bi0yBaBCs 4depes
MEBHUI JIar-mepiojl, o BKa3y€e Ha iICHYBaHHS IIEBHOTO JI030BOTO MOPOTY.

e Criiikimi g0 TOCTpOi Jii CTPECOBOr0 YMHHHMKA (BHUCOKa TEMIIepaTypa,
3aTOIUICHHSI) POCIMHU XapaKTepU3yBaluCs OiMbIl AaKTUBHUM CHHTE30M
koHcTuTyTUBHUX HSP70, a Takox TpuBamimIUM Ta I1HTCHCHUBHIIIUM
CHUHTE30M 1HIYIIMOCTBbHUX OUIKIB MPOTATOM CTpPEC-PEaKiiii.

e [lpu moctynoBomy MiJBHUILEHHI PIBHA WIKIJJIMBOCTI YMHHHMKA Yy Yacl
(po3BUTOK BOAHOTO JAeINUTY) MIATPUMAHHS OITKOBOIO TOMEOCTa3y
KIITAH ~ BiAOyBajocss  HUIAXOM  MPOTPECUBHOTO HAKOMTUYCHHS
koHcTUTyTUBHUX HSP70 Ta 1Himiamnii cuaTe3y 1HAYyHHOEIbHUX OUIKIB BULIE
IIEBHOI ITIOPOTr'0OBOI 1034 YNHHUKA.

o Cropigneni Bumu M. sylvestris 1 M. pulchella XxapakTepuzyBaJINCh
OJTHAKOBHUM CKJIAJIOM 1 OJIM3bKUM 0a30BUM piBHEM 1uTo30apHUX HSP70, a
TaKO0X CXO0KHM XapaKTepOM KIHETHKH iX CHHTE3y 3a BIUIMBY JOCIIIHKEHUX
(bakTopiB.

3aranom peakuis HSP70 Ha BHCOKY Temmeparypy, 3aTOIUIEHHS 1 BOJHMIA

nedIUT y3ropKY€eThCsl 3 3arajlbHUMHU YSBJICHHAMHU Tipo 1HAyKiiro HSP sk

HecneuudiuHy peakuil0 CHUCTEeMHM 3aXHCTy OUIKOBOTO KOMIIOHEHTY KIITHHH Y
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BINOBIAb Ha Jit0 YnHHUKIB pi3HOT npupoau (Lichtenthaler, 1998; Serensen et al.,
2003) 1 mATBEPKYE AJISI POCIUH TOJIOKEHHS PO T€, 10 PIBEHb HeCcMeupiuHnX
3aXMCHUX KIITUHHUX MEXaHI3MIB MMO3UTUBHO KOPEJIOE 3 BUTPUBAIICTIO OPraHi3MiB
1 TeMnamMy KOMIUIEKCHOI aganTaliii g0 3MiH 30BHimHIX ynHHUKIB (Leone et al.,
2003). Pa3om 3 TUM, HAaMU BUSIBJICHO crieliu(iuHi SK aJi paKTOpiB, TaK 1 JJIs BUIIB
ocobnuBocTi KiHeTUKH cuHTe3y HSP70, mo Moxxe Oyt 00yMOBIIEHO BapilalisiMH B
PEryISTOPHUX 1 KOJAYIOYHMX AUISHKAX BIJMOBIJHUX T'EHIB, a TAaKOX IIOB’s3aHE 3

BIAMIHHOCTSIMH B 1HIINX aJalITUBHUX MEXaHI3MaX.

4.5. Yuacte HSP70 i HSP90 B crpec-peakuii i aganramii pocJMHHHUX

KJIITHH 10 3MiH I'PaBiTalliiiHOT0 HABAHTAKEHHS

Jlnst 3’sicyBaHHS OCOOJIMBOCTEH y4acTi IIANEpPOHIB Yy PpEakiisiX KIITHH Ha
3MiHM TPaBITAllITHOrO HABAaHTAXCHHS MPOBEJICHO HAa3€MHI €KCIIEPUMEHTH, B SIKHX
edekTu TimeprpasiTallii MOJETIOBAINCH 3a JOIMOMOTOI0 IEHTPU(PYTH BEIHKOTO
paaiycy, eQexkTh MiKporpasitamii — 3a JONOMOIOK TOPU30HTAIBHOIO
KJIiHOCTaTyBaHHS (2 00/XB, dalli «KJIIHOCTATyBaHHs»). AHami3 MNPOBOAMIA Ha

npopoctkax P. sativum 1 A. thaliana.

4.5.1. Cunte3 HSP70 i HSP90 3a BnimBYy rineprpasiramii

JUis BUBYEHHS eQeKTiB rimeprpa,iTaiii 5-7000B1 €TIONbOBaHI MPOPOCTKU
P. sativum mipnaBanu 11i KOPOTKOYACHOI'O TINEPrpaBITALIMHOTO HAaBAHTAKECHHS
pI3HOT BEJIMYMHU 1 TpUBAIOCTI. METOJOM BECTEpH-OJOTHHTY BHUSBJICHO CYTTEBI
kutbkicHl 3MiHn HSP70 1 HSP90 B kmitunax mnpopoctkiB. LlenTpudyryBanus
npotsaroM 15 xB mpuszBoamwsio 1m0 aktuBaiii cuHTely HSP70, 1 meit edexr
30UTbLITYBaBCA 31 301NIbIIEHHAM NpUcKopeHHs — Bix 13% npu 3 g no maibke 100%
npu 14 g B NMOPIBHSAHHI 3 KOHTPOJbHUMHU pociauHamu (puc. 4.43, A, B). YUepes
1,5 roxg peamanrtamii micns neHTpudyryBanus kiibkicte HSP70 3HmxyBamace B
IPOPOCTKaX, AKI 3a3HaJM BIUIMBY 3 g 1 7 g, OAHAK NPOJOBXKYBAJIO 3pOCTAaTU B

npopoctkax micast 10 g 1 14 g. B pesynbrarti neHtpudyryBanis npotsrom 1 roa
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piBenb HSP70 nepeBuiiuB Takuii y koHTpoiii Ha 40-85%, 3anumuaBcs BUCOKUM
nicns 1,5 roa peanganTaiiii 1 3HMKyBaBcs yepe3 24 rox (puc. 4.43, b, I'). 3okpema,
BMICT O1JIKa JOCsiraB KOHTPOJILHOIO piBHA Tichsa 3 g1 7 g.

Pisenr HSP90 ictrorHo He 3MmiHIOBaBcA  micias | 5-XBUJIMHHOTO
HeHTpu(yryBanHus, mpore micias l-roguHHoro mijgBuiryBaBcs Ha 60-80%
(puc. 4.43). B mporieci peananraiii micist 1 ron uentpudyryBanus smict HSP90
3aJIMIIABCS BUCOKUM MPOTATOM Tepimx 1,5 roj 1 3HMKYBABCS 10 MOYATKOBOTO Ha
24-1y TOn.

Taki pmaHi cBig4aTh 0Opo Te, IO peakUis pPOCIMHHUX KIITUH Ha
rineprpasiTallifo BkJIrouae aktupaiito cuHtesy HSP70 1 HSP90, cryminb skoi
3aJIeKUTh B1Jl BEJIMYMHU MPUCKOPEHHS 1 TpuBajocTi oro aii. Lle, B cBoto uepry,
MOK€ OyTH 1HAMKATOpPOM TMOPYIIEHHS KIITUHHOTO TOMEOCTa3y 1 BKa3zye Ha
HEOOXIHICTh TMOCHUJICHHs InanepoHHUX (GyHKIiA. HaitOinein 3HauyHa 1 TpuBaia
aKTUBaLls cuHTe3y BuUsBIsIacsa micat 10g 1 14 g, ogHak Takl HaBaHTaXEHHS
NePEBEPIIYIOTh Ti, IO BiIOYBAIOTHCSA I Yac 3JIOTY Ta IOCATKH KOCMIYHOIO
amaparty. 3 1HIIoro 00Ky, MPU J103aX, SIK1 OUTBIIOI MipOI0 BIAMOBIJAIOTH peaIbHUM
(3-8 g, 8-15 xB), aktuBaiia cunresy HSP Oyma momipHOrO, miciis 4oro crajana,
10 BKa3y€ HA 3/IaTHICTh KJITHH IIBUJKO BIJIHOBJIIOBATH IOMEOCTAa3 MICI] TaKHX
HABaHTAKEHb.

SAx BKe BIIMIYAIOCh, CUTHAJIOM ISl 1HAYKINI TeHiB HSP BBaxaeThCs
HAaKOMMYEHHS B KIITUHAX HEHAaTUBHUX OUIKIB y BHCOKMX KOHIIEHTpALIsSIX
(Ananthan et al., 1986). /o BuHUKHEHHS HEOE3MEKW HAKOMWYEHHS YaCTKOBO
JIEHATYpOBaHUX OUIKIB MOK€ MPHU3BOJIUTH, 30KpeMa, aKTUBI3aIlisl OKUCHIOBAIBHUX
npotueciB BHachiok rexepauii ADK, sika BusBisiacs B NpopoCTKax ropoxy npu

rineprpasitaitii (bapa6oii, Kanpko, 1992).
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Puc. 4.43. Becrepu-01otr anamiz HSP90 1 HSP70 3-po0oBux mpopocCTKiB
P. sativum micis rpaBiTaliiiHOro HaBaHTAXEHHS PI3HOTO CTYIEHIO MPOTAroM 15 XB
(A, B)1i1lroxn (b, I'). (A, b) Pe3ynbrarn 1€ HCUTOMETPUYHOTO aHaJI3y BIJTHOCHOI
KUIBKOCTI O1IKIB y KoHTposi (1), micis rpaBiTallifHOTO HaBaHTa)XX€HHs (2) 1
peaganTariii mpotarom 1,5 rox (3) 1 24 rox (4); pieens HSP BupakeHo y BijcoTkax
no koHTpoito (1 g) (M*SE); (*) crarucTu4HO 3HaAYyIla PI3HUIS BITHOCHO
kouTpoito (t-trect Crt’romenta, p < 0,05). (B, I') Tunmosi imyno6motu HSP90,

HSP70 1 aktuny (KOHTpOJIH 3aBaHTAKEHHS OLJIKA).
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BignoBigHo 10 1HIIOI MOJENi, 3aCHOBAHOI HA pOJl [MUTOMIA3MaTHUYHOI
MeMOpaHH SIK TIEPBUHHOTO CANTy CHPUUHATTS 30BHINIHIX CUTHAJIB, JO 1HAYKINT
IUX TE€HIB MOXYTh NMPHU3BOJUTH 3MIHM B CTaHI MeMOpaHH, SIKI MEPEJaloThCs /10
aapa depe3 kackaa Ximiuamx 1 ¢i3munnx uyumHHUKIB (Leone et al., 2003). Ha
KOPUCTh IILOTO MEXaHI3My MOXE€ CBITYUTH 3MIHM (OpMH KIITHHH Mif A€
rineprpasitanii, MokKa3aHi Ha MPUKIAAl TBAPUHHHUX KIITHH, 30BHIIIHIM LIapOM
SAKUX € IUTOIIa3MaTuYHa MmemoOpana (van Loon et al., 2005).

Crni TakoX BIAMITUTH, 1110 3ajexHICTh piBHS HSP70 Bin n03u unHHMKaA Oyna
OUThII 3HAYHOIO, 3MIHHU IHILIIOBAIMCS paHime 1 30epiranucs MpOTIroM OLIbII
TPUBAJIOTO TNEPIoAy yacy, Hixk 1ie Oyno BuzHadeHo juisi HSP90, mo miaTBepaxye
HOro IpoB1JIHY POJIb B CTPEC-PEaKIIii.

B minomy oTpumani HamMu JaHi BKa3yloTh Ha Te, 10 3MiHu B piBHI HSP70 1
HSP90 min BmmmBOM rimeprpaBiTallii MOBHHHI BiAIrpaBaTH BaXKIUBY POJIb Y
BIJIHOBJICHH1 OLIKOBOTO TOMEOCTa3y KJIITHH MiJ 4ac 1 Mmicis All rpaBiTalliiHOIO

HaBaHTa>XCHHA.

4.5.2. Cunrte3 HSP70 i HSP90 3a BILIMBY KJIIHOCTATYBAHHS

BuBueHHs1 epeKkTiB JOBrOTEPMIHOBOTO KJIIHOCTATYBAHHS MPOBOJAMIIMN IILISIXOM
o0epTaHHs MPOPOCTKIB Ha KIIHOCTATI BiJ MOYaTKy IPOPOCTaHHS HACIHHA.
KninocraryBaHHst TpoOpoOCTKIB P. sativum TPU3BOIWIO 1O TEBHOIO 3HMXKEHHS
TEMIIIB 1 Je3opieHTanii ix pocty (puc.4.44). 3-1000B1 HMPOPOCTKU JOCSTAIN
noBxkuau 13,2+ 1,5mMm (CV=11,4) B KoHTposi (CTalioOHApHI YMOBH) Ta
12,1 £ 1,8 Mm (CV=14,9) nipu kiiHocTaryBaHHi. B KOHTpO1 KOPIHHS IPOPOCTKIB
pociii BHM3 3a HaNpsIMKOM BEKTOpa TrpaBiTalli, TOAl $K KJIIHOCTaTyBaHHS
MPU3BOWIIO 10 TIOPYIICHHS Opi€HTAIlIl pOCTY 1 (POPMH POCIHH, IO € PE3YIHTATOM
HEMOXXJIMBOCTI CHPUMHATTS 3a TaKUX YMOB BEKTOpa TIpaBiTalli amaparoMm
rpaBipeuentii (CoiTHUK U J1p., 1984; Mepkuc, 1990; Kopaiom u ap., 1994;
Kordyum, 2014). IIpopoctku 4. thaliana (Col-0), mo pociau npu KI1HOCTaTyBaHHI,
TaKOX XapaKTepHU3yBaIKUCs 3HAUHOIO BapiabenbHICTIO (OPMHU 1 PO3MIpiB cT€0I0BOI

cucremu (nuB. puc. 4.54; 6.27). Taki crnocTepexeHHs MiATBEPAXKYIOTh, IO
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Mop(doreHes MPOPOCTKIB B yMOBaX KIIHOCTAaTyBaHHS (K 1 MiKporpaBiTallii)
B110yBa€ThCS B paMKaX Fr€HETHYHO JIETEPMIHOBAHOT IPOrpaMu BUIY BiATOBIIHO 0
IHIIMX YMOB CEpeNOBHILA, 1 BIACYTHICTh CHPUMHSATTS BEKTOpa rpaBiTallii HE €
KPUTUYHUM (PaKTOpOM 1Jisi iCHYyBaHHSI pociuHHOTO opraHizmy (Kordyum, 2014).
BigxwienHss pocTOBUX TMPOIECIB BiJI HOPMH BXK€ Ha PaHHIX €Tamax PO3BUTKY

MOXXYTb BiIOMBAaTHCS HA METa0O0II3MI KIIITHH, 1 30KpeMa, Ha OLTKOBOMY CHHTE3I.

Puc. 4.44. 3-n060Bi npopocTku P. sativum, Mo pociu 3a cramioHapHuX yMoB (A) i

npu KiiHoctaryBaHHi (b) Bij moyaTky npopocTaHHsl HACIHHS.

Sx BiZIOMO, MPOPOCTAHHA HACIHHS CYIPOBOKYETHCS 3HAYHUMHU 3MiHAMU
OUJIKOBOTO CIEKTPY KIITHH, 30Kpema, Triaponizom 3anacHux OuikiB (Kozeko,
Musatenko, 1992; Gallardo et al., 2001). binku, Hakonn4ueH1 y BETUKINA KiJTbKOCTI B
3plJIOMY HACiHHI — 3amacHi OUIKM, OUTKM 3aXWCTy KJIITHH npu 3HeBojgHEeHH] (LEA,
neriapunu, HSP) — rizpomnizytoThces, 1 OAHOYACHO 3aIyCKAEThCSl CUHTE3 OJIKIB, L0
3a0€3MeuyIoTh pEeaKTUBAIIIO pOCTOBHUX MIPOIIECIB. PesynbTaTn
eIEKTPOGOPETUIHOTO PO3MOALTY PO3ZUMHHHMX OUIKIB P. sativum 3a IEHaTypylOUnx
YMOB BUSIBUJIM CXO1 3MIHH OLJTKOBOTO CHEKTPY MPOTIATOM IMPOPOCTAHHS HACIHHA 1
POCTY MPOPOCTKY SIK B KOHTPOJI, Tak 1 mpu KiiHOCTaTyBaHHI (puc. 4.45) (OGiibIa
netanbHo onucaHo B (Kozeko, 2006)). Ognak y BapiaHTI 3 KIIHOCTaTyBaHHSM,
pa3oM 31 30epeXeHHSIM OCHOBHHMX 3aKOHOMIPHOCTEHM IIMX 3MiH, BHUSBIICHO TICBHI

KUIBKICHI BIIMIHHOCTI B OKpPeMHUX OILTKOBUX 30H (puc. 4.45, BKa3aHO CTPUIKaAMH).
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binku, ski BiAMIYEHO, HAJIEKATh /10 TUX, BMICT SIKMX 3HUXKYETHCS MPOTITOM
npopoctanHs. ToMy MOXHa MPHUITYCTUTH, 1O OUIBII BUCOKUM BMICT IIMX OLIKIB B
KJIIHOCTATOBaHUX MPOPOCTKaX OOYMOBIIIOETHCS CIIOBUILHEHHAM 1X MPOTEO0II3Y, 1110
TaK caMO MOXe OyTH OJIHIEIO 3 MPUYHH 3HM)KCHHS TEMIIiB POCTY IPOpOCTKiB. Lle
Y3TrOKY€EThCS 3 THIIUMH JOCUTh YHMCIEHHUMH 1 PI3HOOIYHUMHU BIJIOMOCTSMH IIPO
3MiHY MIBHJKOCTI O10JOTYHUX IPOLECIB B yMOBax KiiHoctaTyBaHHs (Kopaiom u
ap., 1994; Kordyum, 2014). 3 iamoro 00Ky, 1I€HTUYHICTh OJIKOBHX CHEKTPIB 3-
N000BUX MPOPOCTKIB y KOHTPOJl Ta MNpPHU KIIHOCTATyBaHHI Y3TOJKYEThCS 3
pe3yapTaraMy  IHIIUX  JOCHIJHUKIB, SKI 32  JONOMOIOK  JBOMIPHOIO
enexkTpodope3y padioaKTUBHO MIYEHUX OIIKIB IMOKa3ajdd BiJCYTHICTh CYTTEBHUX
3MIH y CHUHTE€31 pPO3UYMHHHUX OIKIB B A. thaliana 3a BIIUBY XPOHIYHOTO
kiinoctatyBanHs (Piastuch, Brown, 1995).

Orxe, peamizamis B IIIoMy MOPGOTCHETHYHOI TIIporpaMu, BiJHOCHA
CTaOUIBHICTh OUIKOBOIO CHEKTpYy 1 pa3oM 3 THM INE€BHI BIAXWJIEHHS B POCTI
MPOPOCTKIB 1 OITKOBOMY OOMiHI MPU KIIHOCTAaTyBaHHI JO3BOJISIIOTH MOCTaBUTHU
MUTAaHHS I0J0 MEXaHI3MIB MiATPUMaHHs OUIKOBOTO TOMEOCTa3y B YMOBax
TpUBaioi Jii KIIHOCTaTyBaHHS. Y 3B’S3KYy 3 IIUM HAMH MPOBEJICHO OIIHKY y4acTi
HSP70 1 HSP90 y BiamoBii KIITHH Ha J110 [[bOTO YUHHHUKA.

B HacinHi P. sativum 1niJ 4ac NpOpOCTaHHS BUSBIIEHO OJIHY IMyHOPEAKTUBHY
3oy HSP90 3 momn. m. 6ins 81 x/la 1 aBi 3oum HSP70 3 momn. m. 6insa 70 k/la
(puc. 4.46). Ilokazano 3nHaunmii BMictT HSP90 i1 omnoro HSP70 3 wmenmioro
€JIEKTPO(OPETUUHOI PYXOMICTIO Yy 3apOJKy CYXOro HAacCiHHS 1 pi3Ke Horo
3HWKEHHS B Tiepii 2 1o6u mpopoctanHns (puc. 4.46, 4.47). Bmict inmoro HSP70
NIATPUMYBABCS HAa TOCTIMHOMY piBHI. Y P. sativum ONUCaHO JBa LIMTO30JbHI
HSP70 — imgyumubenbamii 3 moi. M. 71,166 x/la 1 KOHCTUTYTUBHHI 3 MOJIL M.
71,003 x/la (Vierling, 1991). CrabuibHy eKCHpecit0 TeéHa KOHCTUTYTHBHOTO
HSP70 noka3aHo B pi3HUX OpraHax ropoxy 3a HOpMaJIbHUX YMOB, TOJIl SIK AKTUBHY
excripecito iHaynmoensHoro HSP70 BusiBnsaneHo B 103piBal0uOMy HACiHHI
(DeRocher, Vierling, 1995). Onucano Bucokuii Bmict HSP y 3pinomy HaciHHi

(Wehmeyer et al., 1996).
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0n 14 2n 3n

Puc. 4.45. Enextpodoperpamu 6ikiB ropoxy P. sativum: 3apoaKOBOi OCi CyXOro
Hacinug (0 ) Ta 1-, 2- 1 3-m1060BUX MPOPOCTKIB, IO POCIH 3a CTAI[IOHAPHUX YMOB
(k) 1 mpu KiIIHOCTaTyBaHHI (KiI). 37iBa — MOJ. M. OUIKIB-CTaHJApTIB, CIpaBa
CTPITIKaMU BKa3aHO CMYTH, B SKMX KIUJIbKICTh OiJIka BHIIE MPHU KIIHOCTAaTYBaHHI,

HDK B KOHTPOJII.

[Ipu xminocraryBanni BmicT HSP90 Ta immyuubensnoro HSP70 BusiBuBCs
BUIIIUM 32 KOHTPOJb MPOTATOM mnepmux 3 ai0, mpoTe Aani BiJl KOHTPOJIBHOTO
piBHIO HE BiApi3HsABcA (moHaliMeHme g0 7-o1 moowm) (puc. 4.46, 4.47).
BpaxoByroun omnucaHi BUIlE JJaHi OO 3MIH POCTOBOT aKTMBHOCTI Ta 3arajibHOTO

O1JIKOBOTO CIIEKTPY, TaKl pe3yJabTaTH MOXKYTh OyTH IHTEPHPETOBAHI K CBITYEHHS
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Puc. 4.46. Becrepu-6mnot-ananiz HSP90 1 HSP70 P. sativum: 3apoakoBoi oci
cyxoro HaciuHa (0 mg) ta 1-, 2- 1 3-moOOBHX TIPOPOCTKiB, IO POCITH 3a
CTalloHapHUX yMOB (K) 1 mpu KiiHOcTaTyBaHHI (k). [lim TumoBumMu Onotamu
pO3TalllOBaHO  BIAMOBIAHI  ¢parMeHTH  enekTpodoperpam Jyisi  KOHTPOJIIO
3aBaHTaXeHHS Oinka. PosramryBanns HSP Bkasano crpinkamu. Han Omoramu
HaBEJCHO  BIJIHOCHY  KUIbKICTh  Ouika  (yM.0a.) 3a  pe3ysibTaTaMu
JCHCUTOMETPUYHOTO aHaji3y, MO BiTHOIIEHHIO J0 30HU OiNKa, MpeAcTaBiIeHOl Ha

0J10T1 y HaMEHIIH KITBKOCTI.

Ipo TeBHE CHoBUIbHEHHS mporeonisy HSP 3a ymoB kimiHOCTaryBaHHS 3
MOJAJIBIINM BUXOJIOM Ha PiBEHb, OJU3BKUM 10 KOHTPOJBHOTrO. 3 1HIIOrO OOKY, I11e
MOK€E CBIIYMTH MPO HEOOX1AHICTH MiBUIIEHOT KiUIbKkOcTI HSP B mporeci apanrartii
KJIITUH JI0 KJIIHOCTAaTyBaHHA B IMEpIoJ periaparallii Ta peakTuBarlii MeTabomi3my 1
pocty. [lonibHy 3akoHOMIipHICTh BU3HaueHO Takox aisi SHSP Tta ix MPHK npu
OpOpOCTaHHI 3a YMOB KiiHOcTaTyBaHHS HaciHHs ropoxy (Talalaev, 2005;

Talalaiev, Kordyum, 2014).
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Puc. 4.47. Becrepn-6not-ananiz HSP90 1 HSP70 P. sativum: 3apoakoBoi ocl
cyxoro HaciHus (0 x) 1 1-, 2-, 3-, 5- Ta 7-7000BHX MPOPOCTKIB, IO POCIH 3a
CTalllOHapHUX YMOB (K) 1 IpH KJIIHOCTAaTyBaHH1 (KJ1). AKTUH BUKOPUCTUBYBAJIU JIJIsI

KOHTPOJIIO 3aBaHTaXEHHS O1JIKa.

B edekTi kimiHOCTaTyBaHHS BUAUISIOTH JIBI CKJIQJIOBI — €PEKT «0OepTaHHS»
o0'ekTa 1 e(eKT «IMOJIOKEHHSD», 0OYMOBIEHUH HOTrO MPOCTOPOBOIO OPIEHTALIIEIO
(Brown et al., 1976). o ymoBHOro e¢ekty «00epTaHHS» KpIM BIUIUBY
BIJILEHTPOBOI CHJIM, OYEBUIHO, CJIIJI BIIHECTH JIIF0 KOMILIEKCY CYNMyTHIX (PaKTOPiB,
TaKUX K MEXaHIYHUN, eEKTPOMArHITHUH TOIIO, K1 TAKOXX MOKYTh BILUTUBAaTH HA
KJIITHHHI Tpouecd. Buxonsuu 3 1poro, Mu crnpoOyBajiv 3'aCyBaTd, sika 3 JIBOX
CKJIaZIOBUX — e(eKT o0epTaHHs 00'ekTa 1 €eKT MOJOKEHHS — J[I€ HAa POCIHUHY MpU
TOPU30HTAJILHOMY KJIIHOCTaTyBaHHI, BUKJIMKaOuu miaBuinennit pisens HSP. 11106
BIJIOKPEMUTH I1i €(eKTH, MOPIBHIOBAIM BMICT OUIKIB 3-7000BHX MPOPOCTKIB, IO
pPOCIH TPU TOPU3OHTAIBHOMY 1 BEPTHKAIbHOMY KJiHOCTaTyBaHHI (2 00/XB) Ta 3a
CTalllOHapHUX yYMOB (KOHTpPOJib). 3a nomomorow IDA BuszHaveHo, 110 mpu 000X

TUMNAax KiiHocTaTyBaHHs KuibkicTh HSP70 1 HSP90 Oyna Buile 3a KOHTPOJIbHY

(puc. 4.48).
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Puc. 4.48. Imynodepmentnuit ananiz (I®A) HSP70 1 HSP90 3-mo6oBux
NpPOPOCTKIB P. sativum, MO pociau 3a cramioHapHux ymoB (1, KOHTpoJib), Npu
ropu3oHTaTbHOMY (2) 1 BepTUKaIbHOMY (3) KIIIHOCTaTyBaHHI BiJ TOYaTKY
npopocTtaHHs HaciHHS. (*) CTaTUCTUYHO 3HAYYIIA PI3HUILA MOPIBHSHO 3 IHIIUMU

BapianTtamu (¢-tect Ct’rogenta, p < 0,05).

BogHouac  epexkr  rOpM3OHTAIBHOTO  KJIIHOCTATyBaHHS  JIOCTOBIPHO
HepeBUIyBaB €(peKT BEepTHKaIbHOrO. Buxonsuu 3 1poro, Mo)kHa BBa)KaTH, IO
OCHOBHY 4acCTKy €(eKTy TOpPU30HTaJbHOTO KIIHOCTAaTYBAHHS CTAHOBUTb €(EKT
o0epTaHHs, MPOTE 3MIHA MTOJIOKEHHS POCIMHU BIAHOCHO BEKTOpA IpaBiTallli TaAKOXK
poOUTH CBIM HEBENHMKWM, aje CTaTUCTUYHO 3HAYyIlik BHecok. Taki [aHi
HOIATBEP/KYIOTh ~ TOYKY  30py PO  KOMIUIEKCHUH  XapakTep  BIUIUBY
TOPU3OHTAIBHOTO KiiHOcTaTtyBaHHsa (Brown et al., 1976; CertHuk u ap., 1984;
Mepkuc, 1990), mo HeoOXiJHO BpaxOBYBaTH IMpPU HOTO 3aCTOCYBaHHI IS
BUBUYEHHSI €(EKTIB MIKpOrpaBiTallii B HA3€MHUX €KCIIEPUMEHTaX.

BuBueHHs BIUIMBY KJIIHOCTaTyBaHHS Ha EKCIPECII0O OKPEeMHUX TeHIB
nurozoapHux HSP70 1 HSP90 mnpoBomunu 3 mpopoctkamu  A. thaliana.
[TopiBHSIHHS BMICTY TPAHCKPUIITIB B IPOPOCTKAX, SIKI POCIH MPHU KITHOCTATyBaHHI
Ta 3a CTallOHAPHUX YMOB IpOTAroM 12 116, MpoBOAWIN 3a JOIOMOIOI0 METOIY
kuibkicHO1 [IJIP y pexxumi peasnbHOro yacy. BusHaueHo, 1o npu KJIiHOCTaTyBaHHI

pIBeHb €KCIpecii WX TeHiB y 2-7 pa3iB BHIE, 3a BHUKIIOYEHHSM TEHIB
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koHcTUTyTUBHUX HSPO0 (HSPY0 c), KINBKICTh TPAHCKPHUIITIB SKUX BHU3HAYAIU
cymapHo (puc.4.49). Ilpu 1poMy MakcumanbHe 30ULIBIICHHS IOKa3alu
inayuoensai  HSP70, ocobmuBo AtHSP70-4, 1 MeHIIe — 1HIyIUOCIbHUN
AtHSP90-1. Otxe, TpuBaje KIIHOCTaTYBaHHS CIPUYMHSAE aKTUBAI[I0O TEHHOI
excrpecii nurozoabHuX HSP70 1 HSP90 mionaiiMenIiie Ha piBHI TPAHCKPHIIIIIT, 1110
MOK€ CBIIYUTH TPO HEOOXIAHICTH migBuiieHoro piBHg mux HSP (abo ix
TPAHCKPUNTIB) I ajanTarii KIITHH 10 naHoro dakropy. B Toit ke wuac,
BIJICYTHICTh CYTT€BOi PI3HUII Yy BMICTI OUIKIB MIDXK KJIIHOCTaTOBAaHUMHU 1
KOHTPOJILHUMH MPOPOCTKAMHU P. sativum 3a TaHUMH BECTEPH-0JIOT-aHaIi3y CKOPILI
3a Bce 00yMOBJIEHa MEHILIOKO YYTIUBICTIO METOTY.

Taki pe3ynpTaTH y3rOKYIOTHCS 3 JaHUMH, OTPUMAHUMH B KOCMIYHHX
excriepuMeHTax. B sumenro micis 26 110 pocTy 3a yMOB KOCMIYHOTO TOJBOTY
KUIBKICTh TpaHCKpunTiB HSP70 1 HSP90 nepeBuliryBajia Ha3eMHUM KOHTPOJIb Y 2,5
1 2,0 pasm, BignoBigHo, (Shagimardanova et al., 2010). CyTTeBe migBUIIEHHS
piBHIO TpaHCKpunTiB iHaynubensuux AtHSP70-4, AtHSP70-5, AtHSP90-1,
AtHSP101, AtHSP17.4, AtHSP17.6 1 ¢akropiB temnoBoro moky AtHSFA2 1
AtHSFAT7A 3naiineHo B KyJIbTypi KIITUH, IPOTE 3MIHU iX eKcrpecii Oynu BiACYyTHI
B CTIOJIbOBAHUX MPOPOCTKax A. thaliana, 1mo CBIIYUTH MPO OUIBIITY 3AaTHICTH
OpraHi30BaHMX KJIITHUH 1HTAaKTHOIO OPraHi3mMy MiITPUMYyBaTH OUIKOBHI romMeocTas
(Paul et al., 2012). XapaktepHo, 1110 32 TaHUMH PSIAY JOCIITHUKIB EKCIIPECisi TEHIB
sHSP y IHTakTHUX pOCIHMH CYTTEBUX 3MIH IIiJi BIJIMBOM MIKpPOIpaBiTalii He
3a3HaBaJia aHi B MOJBOTHUX (suMmiHb, Shagimardanova et al., 2010; mpopocTku
A. thaliana, Paul et al., 2012), ani B Ha3eMHUX eKcriepuMeHTax (ropox, Talalaiev,
Kordyum, 2014). Buxoasiuu 3 ocobauBocTed (PyHKI[IOHYBaHHS POJIMH ILIANEPOHIB,
BUSIBJICHA aKTHBAIlisl TeHHOi ekcrpecii nurozonsHux HSP70, HSP90 (1 HSP101)
CBIIUUTHh MPO MOoTpely KIITUH B iX MoOuI3amii it peosauHry 1 MATPUMKHU
OlTkoBUX KOHGoOpMaIliii 3a HE3BUYHUX YMOB. BoaHOYac BiACYTHICTH peaxiii
HU3bKOMOJIEKYJISIPHUX IIIallIEpOHIB, WMOBIPHO, MOKa3ye, L0 3arpo3a YTBOPEHHS

OUIKOBUX arperariB MpHu 3MiHAX IPaBiTAlIiHOrO HABAHTAXKEHHS MIHIMaJIbHA.
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Puc. 4.49. BB kiiHOCTaTyBaHHSI Ha ekcrpecito reHiB HSP70 1 HSP90 B
npopoctkax A. thaliana (Col-0). [IpencraBiieHo BIIHOCHUM piBeHb ekcrpecii B 12-
N000BUX MPOPOCTKIB, IIO0 POCIAM MpPH KIIHOCTATyBaHHI, MO BIJHOLIEHHIO 0
KOHTPOJIIO0 (IIPOPOCTKH, IO POCIMH 3a CTallloHapHUX yMOB (= 1), mepepuBuacra
minisg). (HSP90 ¢) o3nawae cymapny ekcnpecito AtHSP90-2, AtHSP90-3 1
AtHSP90-4. Kinbkicte MPHK Bu3nauanu merogom 3T-I1JIP 1 HopManizoByBanu 1o
BimHOomeHHIO 10 AtUBQS5. llpencrtaBineno pesynbTaTd 3-X OiojoriyHux 1 3-X
aHaMITUYHUX ToBTOpHOCTEH (M=£SD). (*) CratucTU4YHO 3Hauylla Pi3HULS MIXK

KJIIHOCTATOBAaHUMHU 1 KOHTPOJIBLHUMU TIpopocTKamu (¢-tecT Ct’toaenTa, p < 0,05).

3a BHM3HAYEHHSM, CTPEC € PEAKLIE0 OpraHi3My Ha TOCTPY JII0 YMHHHUKA
(Selye, 1936). 11100 BiamoBicTH HAa MUTAHHSA, Y1 OEPYThH IIANIEPOHHU YUACTh y CTpEC-
peakiiii poCIMHHUX KJIITHH Ha KJIIHOCTAaTyBaHHS, MM MOMIIIAJIM Ha KIIHOCTAT 3-
n000Bi popocTku P. sativum. 3a pe3ynbTaTaMu BECTEPH-0JI0T-aHAJI3y BiJIIOBIIb
KJIITHUH MICTHJIa TIOMIpHY TUMYacOBY aKTHBAIlil0 CUHTE3y 000X OukiB (puc. 4.50).
ITpn upbomy aktuBanis HSP70 Oyna Ouabll HIBUAKOK 1 3HAYHOKO, MOPIBHSHO 3
HSP90: makcumansauii pisenp HSP70 Bin3HauaBcs Bxke depe3 2 roja, TOAl SIK B
HSP90 — uepe3 6 ron. Cnij BIAMITUTH TaKOX, 110 BMICT 000X OUIKIB MOBEPTaBCS
710 PiBHSA, OJU3BKOTO 10 KOHTPOJIBHOTO, TPOTATOM 00H. BaKIMBO BiAMITHTH, IO

Taka KiHeTHKa cuHTe3y HSP kopemtoe 3 dacoBuM mepeOGiroM yTBOPEHHS IHIIIOTO
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KoMmrnoHeHTa crpec-peakiii — A®K (bapaboit u ap., 1991), skuit moxe

CIIPUYUHSATH MMOPYIICHHS CTPYKTYPH O1LJIKIB.
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Puc. 4.50. Bectepu-6mor anamiz HSP70 1 HSP90 3-mo6oBuX mpopoCTKiB
P. sativum 3a yMOB KJIiHOCTaTyBaHHs mpoTsiroMm 2-24 roxa. Tumoi Onotu
pO3TAlIOBAaHO MiA  pe3yibTaTaMd  JIEHCUTOMETPUYHOTO  aHamizy. AKTHH
BUKOPUCTUBYBAJHU ISl KOHTPOJIIO 3aBaHTakeHHs Ouika. Ha rpadiky piens HSP90
1 HSP70 Bupaxeno y Bimcotkax 1m0 koHtpomtwo (0 rox) (M +SD). Brius
KJIIHOCTaTyBaHHS Ha PIBEHb CHUHTE3Y KOXXHOTO 3 OUIKIB CTATUCTUYHO 3HAYYIIUN

(One-way ANOVA, p < 0,05).

OTxe, oTprMaH1 pe3yJIbTaTH CB1IYaTh PO y4aCTh LIANEPOHIB y CTpeC-peaKuli
KJIITHH Ha KJIIHOCTaTyBaHHs. OJIHaK HEBEJIMKI 3MIHM PIBHS IIUX OLIKIB IMOPIBHIHO 3

peaxii€lo KIITUH Ha CUJIbHI CTPECOPH, 30KpeMa BHCOKY TEMIIepaTypy, CBIIYATh
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npo Te, MO KIIHOCTaTyBaHHS Ta CHUMYJIbOBAaHI 3a HWOTO JOMOMOTOI0 O10JI0TiuHI

edeKTH MIKporpaBiTallii MOXHa BBaKaTH CJIA0OKUMH CTPECOPaMHU JIJIsi POCIIHH.

4.5.3. BnauB kjaiHocTaTyBaHHs HA cTpecoBy inaykuio HSP70 i HSP90 Ta
TEIVIOCTIMKICTH POCTMHHUX KJIITHH

[Ilo0 BiAmoOBiCTM Ha MNWUTAHHS, YW BIUIMBA€ KIIHOCTAaTYBaHHA Ha PIBEHb
Hecnenr@iuHol CTIMKOCTI POCTUHHUX KIITHH, TOOTO YU TPU3BOAUTH BOHO JO
NepexXpecHOi CTIMKOCTI, BU3HAUAIM PIBEHb CTPEC-peaKilii MPOPOCTKIB, 10 POCIU
IIPU KJIIHOCTATyBaHHI, HA BUCOKY TEMIIEPATYpy 1 OB’ A3aHy 3 LIUM TEPMOCTIUKICTb.

[Ipopoctku P. sativum, BUPOIIEHI MPU KITHOCTATyBaHHI ab0 CTaIllOHapHO,
NiJJaBajid BIUIMBY BHCOKUX TeMmmeparyp — cyOneranpHux (38°C, 40°C) Ta
noteHmiitHo netanbHux (45°C 1 45°C 3 mepemobpodkoro mpu 38°C). BectepH-
onor-ananiz HSP70 1 HSP90 noxkazas, 1110 CTymiHb 1HIYKIIT CUHTE3Y IUX OUIKIB Y
BIJINIOBIIb HA BHCOKY TEMIIEpaTypy, TOOTO peakxilisi TEIJOBOrO IIOKY, BUSBHIACH
BUIIOI0 B KIITUHAX POCIWH, IO POCIH TMpU KIIHOCTaTyBaHHI, Xod4a MpHU
HOpMaJIbHIA TeMIlepaTypl piBeHb IUX OLIKIB 3a JaHUMHU I[LOTO METOAY BiJ
KOHTPOJLHOTO He Bizpi3HsBcs (puc. 4.51). Ilokazano Takox OUIbII 1HTEHCHUBHE
HaKOMMYEeHHS KJIIHOCTaTOBaHUMM TpopocTkamu Oinka HSP70 y wgaci (puc. 4.51,
b).

BuBueHHS BIUIMBY KJIIHOCTATyBaHHS Ha PEAKI[II0 TEIJIOBOTO IIOKY HA PiBHI
TPAHCKPUMIIT TPOBOJIUIN 3 MpOpocTKaMu A. thaliana. 12-1060B1 TPOPOCTKH, IO
pociu Tpu KIIIHOCTaTyBaHHI abo cramionapHo, mignasaiu mii 37°C mpotsarom 0,5,
1 1 2 rog — nepioay, 3a SKMH IHIYKISA ekcrpecii reHiB nuto3oibHux HSP70 1
HSP90 nocsirae makcumanbHOro piBHsA (AuB. m. 4.1.1). 3a gomoMoror MeTomy
kitbkicHO 3T-I1JIP mokasaHo, 1o mBHIKa 1HAYKINS X eKkcrpecii BijmOyBaiach B
000X BapiaHTaX, MPOTe 3 IEBHUMU BIAMIHHOCTSIMU (puc. 4.52). Tak, piBesr MPHK
KOHCTUTYTUBHOTO AtHSP70-1 3pocTaB MOBUIBHO MPOTATOM TEIJIOBOI €KCIO3ULII 1

MOKa3yBaB JIMIIIEC TSHJICHIIIIO JI0 TIOCYIICHHS IICIIs KIIIHOCTaTyBaHHS.
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Puc. 4.51. BruiuB KJI1HOCTaTyBaHHS Ha PEaAKIII0 TEIJIOBOro 1IOKY. BecTepH-0710T-
anam3 HSP70 1 HSP90 5-moGoBux mpopocTkiB P. sativum, 1O pOCIu 3a
CTalllOHapHUX YMOB (K) 1 MPU KITHOCTaTyBaHHI (KJI) MPOTATOM S5 110 BiJ MOYATKY
MPOPOCTaHHS, MICIA YOro MiJJaBaIMCh J1i BUCOKOi Temmeparypu: (A) 21°C
(xorTponb); 38°C (1,5 ron); 45°C (2 rom); 1 45°C (2 rox) micna mepenoOpoOKu
38°C (1,5 ron); (b) ananiz HSP70 micns excno3utii npu 40°C npotsirom 1 1 2 rog.

AKTHBaLA I'€HIB 3 KOHCTUTYTUBHOIO ekcnpeciero AtHSP70-2, AtHSP70-3 Ta
AtHSP90-2, AtHSP90-3, AtHSP90-4 (cymapHO) Aocsrajiia Makcumymy 3a 1 rof,
micasi 4oro piBEeHb EKCIpecii MEeBHOI Mipow 3HWXKyBaBca. Ilpu mpomy
KJITHOCTaTOBaH1 MPOPOCTKHU BIJIPI3HSUIUCH OUTBII MIBUAKOI aKTHBAIIEI0 €KCIpecii
AtHSP70-2 1 AtHSP70-3 Ta, HaBmaku, TEHJCHIIEI J0 3HMKEHHS eKcrpecii
HSP90. Tnnyunbensui AtHSP70-4, AtHSP70-5 1 AtHSP90-1 BUSBISUIA NOTYXHY
iHaykmito B rmeprii 30 XB TEIJIOBOI €KCITO3WINT, 3HAYHEe i1 MOCHJICHHS MPOTITOM
HacTynHUX 30 XB 1 CcTaOUILHO BHUCOKMH piBeHb HpoTsAroMm 2-oi rox. Ilicms
KJIIHOCTaTyBaHHS 1HJYKLIsl HUX T€HIB MOCWIIOBAJIACh HA MMOYATKy peakuii MIBUALLIE
1 mocsrana OUIbIl BUCOKOTO PIBHS, HIXK B KOHTPOJ, 110 OyJI0 0COOJMBO BUPAXKEHE

y AtHSP70-4 1 AtHSP70-35.
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Puc. 4.52. BruiB k1iHOCTaTyBaHHS Ha PEAKIIi0 TETUIOBOTO IIOKY MPOPOCTKIB A. thaliana
(Col-0). 12-mo6oBI MPOPOCTKH, BUPOIICHI 3a CTalllOHAPHUX yMOB (KOHTPOJIb) 1 TIpHU
KJIiHOcTaTyBaHH1, 1HKyOyBanu mnpu 37°C mporsrom 0,5, 1 1 2roa. Pisenr MPHK
Bu3Hayanmu MeronoMm KimbkicHoi 3T-IIJIP 1 mopmamizyBamum no AtUBQS. Binnocuwmii
pIBEHb €KCIpecii OI[iHIOBaJIM MO BIJHONIEHHIO 10 KOHTpoito (=0T10a TernaoBoi
00po6ku). IlpencraBneHo pe3ynbTaTd 3 O10JOTIYHUX 1 3 aHANITHYHUX MOBTOPHOCTEH
(M £+ SD). EdexT BHCOKOI TeMriepaTypu CTaTUCTUYHO 3Hauymuil s Bcix HSP, edekr
KiiHoctaryBanus — s AtHSP70-2, AtHSP70-3, AtHSP70-4, AtHSP70-5 1 AtHSP90-1
(Two-way ANOVA, p <0,05).
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Takum 4YMHOM, KITIHOCTaTYBaHHS BHKJIMKAJIO HEBEJIMKE IiJIBUIICHHS PIBHS
excrpecii TeHiB m’atu uuto3oibHUX AtHSP70s 1 AtHSP90-1 npu nHopmanbHIN
temriepatypi (auB. puc.4.49, n.4.5.2), a TakoX OUIbII MBUAKY 1 MHOTYXHY
THIYKITIIO TIPU TETUIOBOMY IIOII. XapaKTepHO, 0 HAWOUIbIIHI eDeKT BiagMidaBcs
y 1HaynuoenbHux reHiB AtHSP70-4, AtHSP70-5 1 AtHSP90-1, sxi € KIOYOBUM
KOMIIOHEHTOM cTiikocTi kmithuH (Serensen et al., 2003). Cymapuuii piBeHb
TpaHcKkpunTiB TeHiB AtHSP90-2, AtHSP90-3 1 AtHSP90-4 3 KOHCTUTYTHUBHOIO
eKCIIPECI€I0, HABMAKW, MPU KIIHOCTAaTyBaHHI 32 HOPMAaJIbHOI TeMIlepaTypu He
BIJIDI3HSIBCSA BI1J KOHTPOJIIO 1 XapaKTEpHU3yBaBCSd MEHIIOK 1HAYKIIE MpU
TEIJIOBOMY IIOIIi.

Taki pesynbTaT aHamizy TreHHOI ekcnpecli B A. thaliana nobpe
Y3rOKYIOThCA 3 pesyiabraramu aHauizy cuHtesy HSP70 1 HSP90 y P. sativum,
npenacrabienumu Buine. Crnpoda 3HANUTH 1IbOMY TOSICHEHHS IpH3BeENa J0 JABOX
IPOTUJICKHUX MPUITYIIEHb. 3 OJHOrO OOKY, BUCOKA 1HAYLMOEIbHICTh KUibKoX HSP
MOKE€ BIOOpa)kaTH MOCWJICHHS YYTIWBOCTI KIITHH KJIIHOCTATOBAaHUX MPOPOCTKIB
0 BHUCOKOi Temmeparypd. 3 IHIIOTO OOKy, MOXHAa MPUIYCTUTH, L0 OUIbII
BHUCOKHI PIBEHb 1X EKCIIPECii MOKE CIPUSATH MOCWICHHIO HeCTeM()iuHO1 CTIHKOCTI
KJIITAH, TOOTO BHUHUKHEHHIO TijJi BIUIMBOM KJIIHOCTATYBAaHHS MEPEXPECHOT
CTIMKOCTI.

Jlisi mepeBipKM WX TPHUIYIIEHb MPOBEIACHO TMOPIBHSIHHS TEIIOCTIMKOCTI
KJIIHOCTATOBAaHUX 1 KOHTPOJILHUX MPOPOCTKIB A. thaliana. Kputepiem cityxuia ix
BIDKMBAHICTh MICJS TEIJIOBOI €KCIO3MLII Yy MOTEHUIWHO JeTanbHii a031 — 45°C
npotsarom 45 xB. OOpoOIIi MiiTaBAIMCh TPOPOCTKHU Ha 5 1 12 100y pocty. Ha 060x
CTpOKax BW)XHMBAHICTh POCIMH, IO POCIAH 32 YMOB KIIHOCTaTyBaHHS,
NepeBUllyBajia Taky B KOHTpodi. Tak, 5-7000BI MPOPOCTKH, IIOKOBaHI MiCIA

KJIIHOCTaTyBaHHS, JIOBIIIE 3alUIIanucs 3ei1eHumMu (puc. 4.53).
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Puc. 4.53. BB KJIl1HOCTaTyBaHHS Ha TEPMOCTIHMKICTh S5-1000BUX HPOPOCTKIB
A. thaliana (Col-0). (A) Cxema excnepumenty. (b) IlpopocTtku 10 TemaoBoro
moky (THI) mpu 45°C mpotsirom 45xB 1 uepe3 2 goobu micas TIHI. (B)
BuxuBanicte npopoctkiB nicas TIHI (M + SD, n = 3 yamku no ~ 25 npopocTKiB y

KOXHiH; (*) t-Tect Ct’rogeHnTa, p < 0,05).

Yactura 12-1000BUX KJITHOCTATOBAHMX IMPOPOCTKIB MICHSI TETUIOBOTO IIOKY
BUSIBUJIACh 3JaTHOIO TMPOJYKYBaTH HOBI 3€JI€HI JIMCTKU TpoTsiroMm 6 1i0
peajanranii, B TOH Yac SK KOHTPOJbHI IOBHICTIO BTpadyalld >KUTTE3/IaTHICTbH
(puc. 4.54). Taki pe3yabTaTH CBiYaTh HA KOPHUCTh MPUIYIIEHHS, 110 MOCUICHHS
1]l BIUIMBOM KJIIHOCTATyBaHHS 1HAYIMOECIHHOTO KOMIIOHEHTY KJIITHHHOIO MYy

IIaTNIepOHIB CIPHUsI€ BUHUKHEHHIO MEPEXPECHOIT CTIHKOCTI.
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Puc. 4.54. BB KIIIHOCTaTyBaHHS HAa TEPMOCTIMKICTH 12-1000BUX IPOPOCTKIB
A. thaliana (Col-0). (A) Cxema excnepumenty. (b) Yamku 3 mpopocTtkamu 110
terioBoro 1moky (TLH) mpu 45°C npotsirom 45 xB 1 uepe3 6 16 micas TII. (B)
BuwxuBanicte npopoctkiB nicias T (M + SD, n = 3 yamku no ~ 25 npopocTKiB y

KOXHiH; (*) t-Tect Ct’rogenTa, p < 0,05).

[lincymoByroun  pe3yibTaTd  aHamizy e(dekTiB  rimeprpasitamii  Ta
KJIIHOCTaTyBaHHS, MOXKHa 3poOuTH HacTynHi BuUcHOBKH. [lepmr 3a Bce, TpeOa
BIAMITUTH, UIO0 3a HECHPUUHATTSA TPABITALIHHOTO CTUMYIy MOPQOTreHETHYHA
nporpamMa pOCIMHHOTIO OpraHi3My peaji3y€eThCsi MOBHICTIO, MPOTE 13 MEBHUMHU
BIJIXWJICHHSIMHU Y PO3MIpax 1 MPOCTOPOBOMY PO3TAlllyBaHHI OPTaHiB.

PocnunH1 KIIITHHA B aKTUBHOMY (D1310JIOTTYHOMY CTaHi (KIITHHU MIPOPOCTKIB)
pearyBajgu SK Ha TileprpaBiTailifo, Tak 1 Ha KJIIHOCTAaTyBaHHS THUMYaCOBOIO

aktuauiero cuaresy HSP70 1 HSP90 — mBuame B HSP70 1 nosunbaime B HSPIO,
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10 MOKa3y€ KOOPJIMHOBAaHY YYacThb LMX IIANEPOHIB Yy CTpEC-peakiiii Ha 3MIHU
IpaBITAlITHOTO HABaHTA)KCHHs. AKTHUBAIllsl CHHTE3y IMX OUIKIB y BIJAMOBIAL Ha
rineprpasiTalil0 HOCHJIa J030-3aJIeKHUM XapakTep, TOOTO MOCUIIIOBANIACh K 3
MPUCKOPEHHSIM, TaK 13 TPUBATICTIO 1i Aii.

AnanTanis 10 TPUBAJIOrO KJIIHOCTATYBaHHS BKJIIOYaJia 3aTPUMKY MPOTEOIIIZY
3amacaux HSP70 1 HSP90 mix yac mpopocTaHHs HAclHHS 1 PAaHHBOIO POCTY
MPOPOCTKIB, M0 KOPETIOBAIO 3 3aTPUMKOIO TIAPOII3y IHIIUX 3aMacHUX OLUIKIB
HAClHHA 1 3HI)KEHHSIM pOCTOBOi AaKTHMBHOCTI MPOPOCTKIB, @ TaKOX II€BHE
MOCUJIEHHS €KCHpecii T'eHIB IIUTO30JbHUX YJIEHIB LIHUX POJMH Yy MOJAIbIIOMY.
Brnepie npoieMOHCTpOBaHO KOMIUIEKCHUN XapakTep BIUIUBY KIIIHOCTAaTyBaHHS Ha
CUHTE3 IMX OUIKIB, a caMe, BIJOKPEMJIEHO €(EeKT BJIACHO CHUMYJbOBaHOI
MikporpasiTaiii. OTpuMaHi JaHi € MiATBEPIKEHHSIM CTPECOPHOCTI JIJIsi POCIIMHHUX
KIITHH K  Tineprpaeitamii, Tak 1  KIIHOCTAaTyBaHHS / CHMYJIbOBaHOI
MIKporpasiTaiii, a Takox 10BoAATh yyacte HSP90 1 HSP70 B crpec-peakuii Ha
a0 1ux (akTopiB Ta B ajgamTaiii A0 TpUBAJIOro KiiHOcTaryBaHHs. Lle
y3TO/DKYEThCSI 3 TIOJOXKEHHSM TIpO  3JaTHICTh POCIUH aJanTyBaTHCS [0
MiKporpaBiTaiii B pamkax ¢izionoriunoi Bianosial (Kordyum, 2014). Kpim toro,
€ IUIKOM Y3TOJKYETHCSI 3 BUCHOBKOM, 3pOOJIEHUM 32 Pe3yJIbTaTaMH MOJIbOTHOTO
€KCIIEPUMEHTY, 110 3MIHM B T€HHIM €KCHpecili pOCIMHHUX KIITHH MICHS KIJIBKOX
710 KOCMIYHOT'O TOJIbOTY BIJIHOCATHCS CKOPIIIE 10 JIOBFOTEPMIHOBOI ajamnTarliii,
HIXk 10 cTpec-peakuii (Paul et al., 2012).

KpiM TOro, Hamu Moka3aHo, 110 KJIIHOCTATyBaHHS 32 IHIIUX ONTUMaJIbHUX
YMOB TIPU3BOJAMUTH JO MOCUJIEHHS 3AaTHOCTI KJITHH BIATOBIZATH HA il I1HIIOTO
cTpecopa (TEIIOBOrO IIOKY) IHIYKIIE eKkcmpecii reHiB 1uTo30iasHux HSP70 1
HSP90, T00TO 10 BHHMKHEHHS MEPEXpecHOi cTiMkocTi. OTKe, MOCUIICHHS IyITy
[IANIepOHIB € KJIIOYOBMM KOMIIOHEHTOM Hecnenu(iqHoi CTIMKOCTI KJIITUH HE
TIJTBKH 10 3BUYHUX U1 HA3eMHUX oprani3MiB unHHHKIB (Swindell et al., 2007), a 1

J0 HC3BHMYHUX.
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4.6. HSP70 six 0ioMapkep cTaHy POCJIHMH

ExcnepuMmeHTanbHi  JOCHIKEHHSI 3a3BUYail  COpPSIMOBAHI Ha BUBYCHHS
OilosoriyHUX e(eKTiB OJHOr0 YM KUIBKOX KOHTpOJIbOBaHUX ¢akTopiB. [Ipore B
OPUPOAHUX YMOBAX OpPraHi3MU OJIHOYACHO BIJYYBAlOTh BIUIUB KOMILIEKCY
HEKOHTPOJIbOBAaHUX (DaKTOpiB pi3HOI mpupoau. Tomy momryk GiomMapkepiB CTaHy
POCIIMH TPUPOJIHUX YTPYNOBaHb € OJHHUM 3 TMPIOPUTETHUX 3aBJaHb CY4acHOI
6iosiorii. O4eBUHO, IO IS LILOTO MOTPIOEH MOKA3HUK, SIKUI 3HAYHO 3MIHIOETHCS
npu Tepexoii Oyab-SKOTO 30BHINIHKOTO (HaKTOpa 3 30HH ONTHUMYMY 0 30HU
KPUTHUYHHUX 3HA4YeHb. TakoMy KPUTEPIO MOBHICTIO BiANOBINAIOTH 1HIYIIUOEIBHI
HSP70. Ak BinMiuanocs BUILE, IHAYKIIA CUHTE3Y OUIKIB 1€ POJUHU BBAXKAETHCSA
yHIBEPCATHHUM MEXaHI3MOM 3aXHUCTy KIITHH BiJl YIIKOJDKEHb MPH i CTPEecopiB
pI3HOT MPUPOJM MPAKTUYHO y BCIX OpraHi3MiB, BKJItodarouu pociimau (Vierling,
1991; Feder, Hofmann, 1999; Maprynuc, ['yxoBa, 2000; Serensen et al., 2003). Ile
MIATBEP/KYETHCS PE3yJNbTaTaMH HAIIOTO aHaji3y Ha pPIBHI TPaHCKPHUIII Ta
TpaHcysLii (auB. 1. 4.1, 4.4), a TakoX BU3HAYECHHSIM pOJII 1HIAYLUUOEIbHUX T€HIB Yy
CTIHKOCTI POCTUHHUX KIITUH (IuB. 1. 4.2). BBaxaroTp, 1110 MEPBUHHUM CHUTHAJIOM
JUIS X THAYKID € TosiBa B KJIITUHI M1 BIUIMBOM IIKIJJIMBUX YWHHHUKIB 3HAYHOL
KUTBKOCTI TMOJIMENTUAIB 3 MOpylIeHow koHpopmamiero (Ananthan et al., 1986;
Pelham, 1986). To6T0 iX BHCOKHI BMICT CBIIYHUTH IPO MOPYIICHHS IMPOTEOCTA3Y.
Ines Bukopuctannss HSP70 sik inaMkaTropa cTpecy BUCIOBIIIOBAiacs paHimie s
TBAPUHHUX 00’ €KTIB y paMKax poOIT 3 TOKCUKOJIOTIi Ta MOHITOPUHTY 3a0pyIHEHHS
CEpellOBUIlA BAXKUMHU METaJlaMH, MECTULHUIAMU Ta I1HIIUMHU HIKIJJIUBUMU
crionykamu (Sanders, 1993; Werner, Hinton, 1999; Mukhopadhyay et al., 2003; De
Jong et al., 2006; Tumodeer u ap., 2008; Serensen, 2010; Yousef et al., 2011).
[Ipote Bimomi Ham poOOTHM Ha pocimHax TnooauHoki. HSP70 posraspgaBcs sk
Oiomapkep cTpecy BOIHUX pocnuH Fucus serratus 1 Lemna minor (Ireland et al.,
2004). Taxox mnpomoHyBasiock BBaxaTu Oinmok HSP70B 3enennx Bomopoctew,
JIOKQTI30BaHUN y XJIOPOIUIACTaX, PAaHHIM MapKepOM OKHCHIOBAJIBLHOTO CTPECY

(FOpuna, 2010).



244
CrocoBHo mnepeBar HSP70 y upoMy cenci Hajx iHmmmu poauHamu HSP
MOXHa BIJIMITUTH HacTynHe. BimHocHe minBuiieHHs Bwmicty OuikiB HSP90 B
KJIITUHAX npu ctpeci € nomipHuM (Lai et al., 1984; Picard, 2002). Poquau HSP100
1 sHSP, sxi texx maroth iHayuubensHi wienn (Hong, Vierling, 2000, 2001;
Queitsch et al., 2000; Sun et al., 2002; Lee et al.,, 2006; Waters, 2013),
XapaKTepU3yrThCsl OUIBII BUCOKOIO BapiaOENbHICTIO MOCHIIOBHOCTEH Ta iX

PEaKTUBHOCTI, IO YCKIIAJHIOE iX BUKOPUCTAHHS JJII TECTYBaHHS POCIIVH.

Bucokuii cTymiHb romosorii aMiHOKMCJIOTHMX mociigoBHoctert HSP70 y
pizuux BumiB (Gupta, Golding, 1993; Boorstein et al., 1994) sBnsieTbCsi BaXJIMBOIO
00CTaBUHOI TPU TMOMIYIl METOAWYHUX miaxodiB. Tak, HasBHICTL B N-
TepMiHAJIBHIA 4YacTHHI OUIKIB I[i€] POJMHU BUCOKOKOHCEPBATUBHOI JUISTHKU
(Maprynuc, ['yxxoBa, 2000; Lin et al., 2001) mae MOXIMBICTh BUKOPHUCTAHHS
crienup1YHUX 0 HEi aHTUTLI JUIs TeCTyBaHHS IMPEICTaBHUKIB PI3HUX TaKCOHIB.
KpiMm Toro, Bu3HaYeHWil HaAMU B EKCIEPUMEHTaX 3 TPYHTOBUM 3aTOIICHHSIM
cucteMHuii xapakrep peakiii HSP70 na 3miau ymoB cepenoBuiia (1. 4.4.2) Bkazye
HAa MOJJIMBICTb BHUKOPHCTAHHS OKPEMHX OpraHiB (HalpuKiIaj, JUCTKIB) s
OI[IHIOBAHHS CTaHy BChOro opraHi3zmy. llepeBipka epeKTUBHOCTI TAKOTO MiAXOMY
notpedyBaia eKCIEPUMEHTAIBHOTO MiATBEPKEHHS HACTYTHUX MOJIOXKEHb!

e  MOXIUBICT BHUKOPHUCTaHHS MOHOKJIOHAJIBLHUX AaHTUTLI, cHEHU(DIYHUX [0
KoHcepBaTuBHOI JNuissHKM HSP70 mia TecTyBaHHS pOCHMH PI3HUX BHUIIB 1
POJIUH.

e Bucokuii pieenb HSP70 B nuctkax pocimH MoOxe OyTH 1HAMKATOPOM
CTPECOBOTO / HANIPY>KEHOTO CTaHy POCIWH TPH dii HECHPHUITIUBUX YNHHUKIB
pi3HOI TpUpPOAU (TECTyBaHHSA PI3HUX BHUIIB POCIUH 32 KOHTPACTHUX YMOB
CepeIOBUIIA);

e  Buxopuctanas HSP70 sk 6iomapkepa cTaHy pociuH € OibIl €(pEeKTUBHUM,
nopiBHssHO 3 HSP90 — iHIIOIO BHCOKO KOHCEPBATHUBHOI POJUHOIO
(BU3HAYeHHs 000X IIANEpPOHIB Yy POCIMH OJHOTO BHUAY 3a PI3HUX YMOB

CepeJIOBUIIA).
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JIist mepeBipKu LUX TMOJOXKEHb 1 BIAMPAIIOBAHHS METOJYy MU OOpaiu BUIU
MOKPUTOHACIHHUX POCJHH, PI3HUX 32 CBOEIO €KOJIOTIE0, 30KpEMA 32 BUMOTAMU /10
yMOB BoJ103a0e3neueHHs: HazeMH1 Salix purpurea (Salicaceae), Malva pulchella i
M. sylvestris (Malvaceae), Epipremnum aureum (Araceae), S. sisaroideum
(Apiaceae); mnoBiTpsHO-BOAHI Sium latifolium (Apiaceae) Ta Hydrocotyle
verticillata (Apiaceae), iK1 34aTHI POCTH K y NpUOEpEXHII BOJIHINA 30HI, TaK 1 Ha
CyIIli; CIIpaBXH1 BOJHI — IJIaBatoda y Boji Pistia stratiotes (Araceae), sika MOXe
alanTyBaTHCS 0 POCTY Ha CyXOJONi, Ta MPUKpIIJIeHa M0 IpyHTy Irapa natans
(Trapaceae) 3 TMIaBalOUYOI0 Ha TMOBEPXHI BOAU JIMCTKOBOIO PO3ETKOIO, IS SIKOT
ICHYBaHHS 11032 BOJIOI0 HeMOxuiMBE. J[Jsi aHaiizy BUKOPUCTOBYBAJIM JIMCTKH 3
pPOCIIMH, $IKI 3a3HABaJIM BIUIMBY BOJHOrO JAE€(PIUUTY, 3aTOIJIEHHS 1 TEIJIOBOIO
CTpecy B NPUPOAHUX yMoOBax abo B ekcrepumeHTi. [[ns imyHomerekiii Oika
BUKOPHCTOBYBAJIM HAIMBKUIBKICHUN METO]T BECTEPH-OJIOTHHTY. B KO)kKHOMY aHami31
npoOH MICTUJIM PIBHY KUTBKICTh 3arajIbHOTO OiJIKa.

[lepmr 3a Bce, mna mopiBHsAHHSA uyTiauBocTi peakmii HSP70 1 HSP90
IIPOBEICHO TECTYBaHHS MOBITPSAHO-BOJAHMX pOCIUH S. latifolium 1 CyXOAlIbHUX
pociuH S. sisaroideum 3 MIPUPOTHUX TOMYJIAIINA ONHIET TepuTOpii. Y BCIX pOCIHH
JUIS aHaimizy Opanu TOBITpsiHI JUCTKH 3-ro  sipycy. OTpumaHi pe3yJbTaTH
niaTBepKy0Th yyacth sk HSP70, tak 1 HSP90 B ajanrauii npupoaHuX pocivH
JI0 YMOB JOBKUUIS. AKTHBHICTH cMHTe3y 000x HSP meBHOIO Mipoio kopemntoBaia
MK CO0OI0 y KOXHOTO OpraHi3ma, MpoTe€ 3HAYHO BapiroBajia MIX OCOOMHAMU
OJIHIET MOMyJAIi 32 OJIHAKOBUX MOroAHUX ymoB (puc.4.55, A). Ockinbku B
OPUPOAI KOKEH OpPraHi3M BIJUYyBa€ BIUIMB YHIKAJIBHOIO JJII HHOT'O KOMILIEKCY
30BHIIIHIX YMHHUKIB, TO BapiabenbHICTh y piBHI HSP moxke OyTtu oOymoBiieHa
TETEPOrCHHICTIO JIOKATHHUX YMOB MICIIE3POCTAHHS, X0Ua HE MOXHA BUKIIIOYATH 1
BIJIMIHHOCTI B 1HAMBIZyaldbHINA 34aTHOCTI OCOOMH /10 ajanTallii Ta 1HIyKIiil I[bOTO
ounka. Pazom 3 tum, Bapiauii Bmicty HSP70 BusBuauce OuUIbIl 3HAYHUMM,
nopiBHsHO 3 HSP90, mo misikom BiANOBiga€e 3aralbHAM BIIOMOCTSIM. BBaxkaeThes,
mo HSP70 necnenudiuno 38’s3ye HeHaTuBHI Ouiku (Mayer, Bukau, 2005) Ta €

TOJIOBHUMH y pedoiaunry OinkiB y 6arateox BuaiB (Serensen et al., 2003). Takox
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TpeOa MiIKPECIUTH MBHUIKY IHTEHCUBHY aKyMYJISIIIO 1HIYIHOCTbHUX YJICHIB Li€i
poauHu mig 4ac crpecy (muB. 1. 4.1, 4.4). Ha Bigminy Big HSP70, HSP90, sk
BIJIMIYAJIOCh, XapaKTEPHU3y€EThCSI BUCOKMM BMICTOM Yy KIITHHAX 32 HOPMaJIbHHX
ymoB (Lai et al.,, 1984; Picard, 2002) i momipHOI0O I1HIYKIII€I0O TPHU CTpeci,
WMOBIpHO, MIJKIIOYAIOUNUCh JO 3B’A3yBaHHs JICHATYpOBaHUX OUIKIB TOJI, KOJHU
IHII MIAEpOHM BXKE HE CIPABIAIOTHCS 3 CHUTyalielo. TakoX 3a HalIUMU
pe3yibTaramMu, TpeAcTaBieHUMH B II. 4.1, peakuis iagynuoensHoro HSP90
A. thaliana BusBUIIach crienU(PIYHOO 10 TUIY cTpecopa. Bee 1e pa3om 10BOIUTH

Ounpiry uyTmBicTh maneponiB HSP70 no BapiabenbHOro cepenoBuiia.

A

HSP70

HSP9O K

1

Sium latifolium Sium sisaroideum

Nily

1 2 3 4 5 1 2 3 4 5

Sium latifolium Sium sisaroideum
Puc. 4.55. Imyno6aoru HSP70 1 HSP90 (A) Ta 3umorpamu AJII" (B) moBiTpssHUX
JIUCTKIB I’ SITU pociuH S. latifolium, 1m0 3pocTany Ha MIJTKOBOJI/II Ta I’ ATH POCIIUH

S. sisaroideum, 1o 3poctany Ha Oepe3i 3a OJJHUX MOTOJIHUX YMOB.
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[TopiBHSAHHA IBOX BUAIB Sium MOKa3ajo OUIbII BUCOKHI 3arajJlbHUil piBEHb
HSP70 y cyxoninbHux pocius S. sisaroideum (puc. 4.55). TeopeTudHoO 11€ MOTJIO
OyTH CHPUYMHEHO SIK HECTauyer0 BOJAM B IPYHTI MICLb 3POCTaHHS CYXOAUIBHHUX
POCIIMH, Tak 1, HABMAKH, HOTO nepe3BojiokeHHs M. [lapanensue Busnauenns A/l
KIIFOUOBOTO  (PEpMEHTY aHaepoOHOro MeTaboi3My, I[O0Ka3ajdo MO3UTUBHUN
B3a€MO3B 30K MK piBHEM ¢pepmenty 1 HSP70, mo miarBepaxye BIIIUB KOPEHEBOT
TIOKCii HAa CHHTE3 IanepoHa 3a HaJMipHOI BOJIOTOCTI IPYHTY.

[TinTBepmxennsm yuacti HSP70 y 3axucTi KJIITUH BiJl HEraTUBHUX €(EKTIB
TIMNOKCIT TaKoXXK MOXYTh OyTH pe3yJlbTaTH BHU3HAUEHHS BMICTY LBOro OijKa B
rerepodinbHUX TUCTKAX S. latifolium. I'eTepodinis € oqHUM 3 SICKpaBUX MPUKIIAIB
IUTACTUYHOCTI ~ MOBITPSHO-BOJHUX  POCIMH, 110 3a0e3neuye  e(eKTUBHE
dbynkuionyBanHa JsmctkiB 'y Boai 1 moBiTpi (Kopmrom, 2001; Silvertown,
Charlesworth, 2001; Jackson, 2006; Henyxa, 2011). Taxk, S. latifolium na noyaTky
BereTarlii Gopmye miaBOAHI 0araTOKpPAaTHO PO3CIYEHI JUCTKH 3 HUTKOMOIIOHUMU
JacTKaMH, JIUCTKU APYTroro MOPSAKY 3 YepellKaMH Yy BOJ1 Ta MEHII PO3CIYEHUMHU
JUCTKOBUMHU TUIACTUHKAMHU HaJl BOJIOIO, 1 TMOBITPSIHI JIMCTKU BEPXHIX SIPYCIB 3
OubI miIbHUMH JUCTKOBUMU TutactTuHkamu (Ilerposa, bapeikuna, 2005; Henyxa,
2011). Buznauennss HSP70 mokasano #oro BUCOKUI BMICT B JIMCTKAX, 3aHYPEHHUX

y BOJy, 3HH)KEHHS Y IPOMDKHHUX JIMCTKAX 1 HU3bKUHM BMICT B MOBITPSHUX JIMCTKAX

(puc. 4.56).

HSP70 -t ans

1 2 3 4

Puc. 4.56. Imyno6motu HSP70 3 rerepodinbHUX JHCTKIB MOBITPSIHO-BOIHOI
pociunu S. latifolium: (1, 2) HIKHI 3aHYpeH1 Y BOJy OaraTopo3ciueHi JIUCTKY; (3)
MPOMIKHMI JINCTOK, YEPEIIOK SKOTO 3HAXOJAUTHCS Y BO/II, & JTUCTKOBA IJIACTUHKA —

HaJ[ BOJ010; (4) MOBITPSHUM JIUCTOK.
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3 BEJMKOI WMOBIPHICTIO MOHA BBAXaTH, 110 BMICT IIallepOHAa KOPEIIOBAB 31
CTyl€HEeM BIUIMBY TIMOKCIi, 0 MATBEPKYyE HOTO ydyacTh y MIATPUMAaHHI
rOMEOCTa3y KIITHH JIMCTKIB 3@ TIMOKCUYHUX YMOB. Lle IIIKOM y3roJiKyeTbcs 3
HAIlUMU CIIOCTEPEKEHHSIMU IPU  MOJECNIIOBaHHI KOPEHEBOIO0 3aTOIUICHHS B
JabopatopHOMy eKkcrnepuMeHTi (auB. 1. 4.4.2), a TakoX 3 JaHUMHU JITEepaTypH.
Bigomo, mio iHaykimis excrnpecii HSP70 moxe BigOyBatucs mnpu o0poOi
€K30T€HHUM €TaHOJIOM — TMPOAYKTOM eTaHojbHoro Opoxinus (Vierling, 1991).
Opnouacna mBuaka iHAYKIsE AJII 1 HSP70 y BianoBiae Ha aHOKCiO MOKazaHa B
npopoctkax A. thaliana (Banti et al., 2008).

Pe3ynbraTu TECTyBaHHSI CEMHU BHUIIB 32 KOHTPACTHUX YMOB NPEJCTaBICHO HA
pucynky 4.57 1 B Tabnuui 4.4. Y pocnud S. latifolium, yacTuHa 3 sIKUX 3pocCTalia Ha
MUJIKOBOJIJII, 1HIIN — Ha HEBEJIMKIN BiJICTaHI Ha Oepe3l piku, BUcokui piBeHr HSP70
BUSBJISIBCSL 3@ JKapKHUX MOCYIUIMBUX MOTOJHUX YMOB, MPUYOMY Y CYXOAUIBHUX —
outbumii (puc. 4.57, A). OueBHIHO, AJIA TOBITPSHO-BOJAHHMX POCIMH B LIOMY
BUIAJIKY KPUTHYHUM (haKTOpoM Oyiia BUCOKA TeMIIepaTypa, sl POCIUH CYXOJI0Ty
— KOMIUIEKCHA Jisl BUCOKO1 TeMneparypu 1 nocyxu. ¥ o06ox BuuiB Mmaibeu HSP70
HE BM3HAYABCS 32 MOMIPHOTO PIiBHS BOJIOTOCTI Ta TEMIEPATYPH, MPOTE TaK, AK 1y
NONEePETHHOI0 BUJly, AKTUBHO CHHTE3YBaBCS 3a MApPKUX TMOCYIUIMBUX YMOB
(puc. 4.57, b). Y TpaB’sauctoi nianu E. aureum HSP70 netextyBanu y HEBEJIUKIN
KUTBKOCTI 32 HOPMAJIBHUX YMOB Ta B YMOBaX I'PYHTOBOI MOCYXH, TOJ1 SIK 3HAYHUN
HOro BMICT BUSBIISBCS MICINIA 3aTOIMJICHHS KOPEHEBOI CHUCTEMHU MPOTATOM THXKHS 1
MaKkCUMalIbHUil — micist 2 roj TemtoBoi excrno3uuii npu 40°C (puc. 4.57,B). ¥V
JEpPEeBHOTO BUY S. purpurea mana kuibkictb HSP70 B nmuctkax nerexryBanachk 6e3
MOJIMBY 3a MPUPOJHOI 3BOJIOKEHOCTI IPYHTY, 1 3HaYHA KIJIbKICTh — 32 YMOB IIOJIUBY
(puc. 4.57, E). lle BignmoBiae €KOJOTIYHIA XapaKTEPUCTHUIN BHUAY, 3T1IHO SIKOT
CIIPUSATIMBUMU JJI HBOTO € PUXJIl, T00pe aepoBaHi, TOMIPHO 3BOJIOXKEHI I'PYHTH.
Y 1BOX BOIHUX BHUIIB, fKI MOXYTh aJalTyBaTHUCS JO YMOB CYXOAOIy —
aBatouoro P. stratioites 1 TpUKpimieHOro 10 T1pyHTY H. verticillata -
CIIOCTEpIraJii  OJIHAKOBY 3akoHOMipHiCTh: HSP70 He neTrexTyBaBCsSi y BOJHHX

pPOCIIMH, NPOTE Y 3HAUHIA KUIBKOCT1 BUSIBJISIBCS B POCIIMH, SIK1 3pOCTajiu Ha Oepesl
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Bojoitmu  (puc. 4.57,1', JI). Kpim Toro, y Boauux pocinun H. verticillata
BIJI3HAYEHO BHCOKWU piBeHb 1HAYKII cuHTesy HSP70 micns 2 rox TermioBoi
excrio3utlii pu 40°C. Y copaBkHbOi BOJAHOT pociuHu 1. natans, sika HE MOXKE
ICHyBaTH 11032 BOJOI0, OIJOK JETeKTYBaJIM Yy CIHIJIOBIA KUIBKOCTI (Ha MeEXI
YyTJIUBOCTI METOAY) 3a HOPMaJIbHUX YMOB 1 B HEBEJUKIHA MOPIBHSIHO 3 1HIIMMHU
BUJIaMH KUIBKOCTI miciist 4 rof TernoBoi ekcno3uilii ipu 37°C (puc. 4.32, n. 4.4.1).
Taky cmabky I1HAYKIIO CHHTE3y CTPECOBOTO OuKa y BIAMOBIAL Ha BUCOKY
TEMIIEpaTypy MOKHA IOB’A3aTH 31 CIHEIiali3alli€l0 bOro BUAY 10 3POCTAaHHS Y
BOJl 1 HEMOXJIMBOCTI ICHYBaHHS 1032 BOJOI0. Bigomo, 1o ammiitynaa
TEeMIIEpPaTYpPHUX KOJIMBaHb y BOJ1 3HAYHO MEHINa, HIX y noBiTpi (Oaym, 1986). 1le,
UMOBIpHO, MOK€ OyTH NIPUYMHOIO MOCHA0JIEHHS MEXaHi3MIB HecneuudiuHol
criikocti. Takuii (eHOMEH BIIOMUHM I PSAY CHEIlali30BaHUX 1 €HACMIYHHX
BUJIIB TBApHH, SKI € aJaNTOBAHUMHM JI0 BYy3bKO1 eKojoriuHoi Humm (Sanders et al.,
1993; Tomanek, Somero, 2000; Tomanek, 2002; Tumodeer u mp., 2008;
Timofeyev et al., 2009; Ilatununra u ap., 2010; Shatilina et al., 2011; Bedulina et
al., 2013).

TakuM dYMHOM, TEeCTyBaHHS pOCIMH 9 BUAIB 6 pOAMH 3a PI3HUX YMOB
cepenoBuila BUsBWIO HasgBHICT, HSP70 y 3HauHINi KUTBKOCTI 32 HECHPUSITIMBUX
YMOB 1 BIJICYTHICTh 20O MPUCYTHICTh y Mallli KUIBKOCTI 32 YMOB, OJIU3BKHX IO
ONTUMAJbHUX, crnerudiuHuX 1Is KokHoro Buay. Lli crocrepexeHHs pa3oM 3
HAIIMMU JaHUMU II0JI0 TEHHOI eKCIpecii Ta KIHETUKH CTPECOBOTO CHHTE3Y (IHUB.
n. 4.1, 4.4) no3BossitoTe posrasaaty piBeHb HSP70 sk 1iHTerpanbHuil 1HAUKATOP
cTaHy pociuH 3a Ghopmynorw: oinvwut emicm HSP70 6 xiimunax € nokazHuKom
HAanpys#ceHo2o CMaHy pociul i He2amusHo20 8NIUBY Cepe0osULYd.

Cmix TakoX BIAMITHTH, IO 37aTHICTh KIITHH JIO0 TOCHJICHHS O10CHHTE3Yy
IpOro OlIKa 3a HECHPUSTIUBUX yMOB MO3UTHUBHO KOpEIOBaJla 3 J1ala30HOM
cTikocTi BUAIB. KpiM TOro, pesyiabTaTH MNPOBEAEHOTO HAMM JOCIIJIKEHHS
1ITBEPIUIIN MOKJIUBICTD BUKOPHCTAHHS aQHTUTLI,  PEaKTUBHUX  JO
KOHcepBaTUBHOI nociiioBHOCTI HSP70, nyist TecTyBaHHS pOCIHMH PI3HUX BUIIB 1

POJVH.
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Puc. 4.57. Becrepu-6nor-ananiz HSP70 B nuctkax: (A) Sium latifolium - noBitpsiHO-
BogaHux (1-3) Ta cyxomunpHOi (4) pocnuH mpu Temmepatypi noBitps 41°C; (b) Malva
pulchella (1, 2) 1 M. sylvestris (3, 4) — 32 yMOB TOMIPHOTO 3BOJIOXKEHHS TPYHTY TIPHU
temnepatypi nositps 17°C (1, 3) 1 B mocynumBumii iepiof npu remmeparypi nositps 41°C
(2, 4); (B) Epipremnum aureum — mnpu nonusi (1), 3a mocyuuimBux ymoB (2), mpu
3atoruieHHi (3) 1 micns excno3uiii pu 40°C npotsirom 2 rox (4); (I') Pistia stratiotes —
I1aBaroyl pocauHu npu temmnepatypi Boau 21°C (1) 1 pocnuHu, sSIKi pociv Ha cyull npu
temrepatypi nositps 20°C (2); () Hydrocotyle verticillata — npu 3poctanHi y BOAL 3
temriepatyporo 21°C (1), Ha cymi npu temneparypi nopitps 20°C (2) 1 BoAHI pOCIUHU
nicins excno3uili mpu 40°C npotsarom 2 rox; (E) Salix purpurea — Ha nepe3BoioxeHOMY
IpyHTi (1) 1 HA IPyHTI HOPMAIBHOTO 3BOJIOKEHHS (2) npu Temneparypi nositps 17°C.
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Tabnuys 4.4
Pe3yJbTaTi TeCTyBaHHA CTAaHY POCJAUH 3 BUKopuctanusam HSP70
Bun YMmoBu pocty | @akTopu cepenoBuIla Ominka | Pucynox
pociuH piBHIO
HSP70
S. latifolium [MoBiTpsiHO- T 40°C +++ 4.57, A, 1-
BOJHA 3
CyxoninbpHa Tn 40°C, TpuBasia nocyxa -+ 4.57,A,4
M. sylvestris Hazemna To 17°C, w=30+0,3% + 4.57,b, 1
Tn 41°C, w =5 £ 0,1%, TpuBana 4+ 457,b,2
nocyxa
M. pulchella Hazemua To 17°C, w =30+ 0,3% + 4.57,b,3
Tn 41°C, w =5 £ 0,1%, TpuBana -+ 457, b, 4
mocyxa
E. aureum Hazemna Tn 20°C, w = 88 + 0,6%, moaus + 4.57,B, 1
T 20°C, w = 18 £ 0,2%, 6e3 + 4.57,B,2
MOJIUBY MPOTSITOM THKHS
Tn 20°C, 3aTomieHHs ++ 4.57,B, 3
T 40°C, 2 rox ++++ 4.57,B,4
P. stratiotes Bonna T 20°C, T 21°C - 457, 1,1
TJ1aBaroyda
CyxomiibHa Tn 20°C +++ 457,1,2
H. verticillata | Bogna Ts 21°C - 457, 1,1
CyxopinbHa Tn 20°C ++ 457, 1,2
Boana Excnozutis npu T 40°C, 2 ron +++ 457, 1,3
S. purpurea Hazemua T 17°C, 28 + 0,2 %, 6e3 nonuBy - 4.57,E, 1
T 17°C, 64 + 0,3 %, nonus ++ 457,E,2
T. natans Bomua Tn 23°C, Ts 20°C —/+ 4.32
Excrnozuttis npu T 37°C, 2 ron + 4.32

[Ipumitka. T - Temmeparypa moBiTpsi; TB - TemrepaTypa BOJIW; W - BaroBa BOJIOTICTh

rpyHTy. Oninka pisaio HSP70 3a pesynbratamu BecTepH-010T-aHami3y: (—) He BU3HAYA€ThCH, (£)
Jy>Ke Masia KUTBKICTh (Ha MEXI1 4yTJIMBOCTI METOY ), (+) Maya KiTbKICTh; (++ - ++++) akTUBaIis
CUHTE3Y PI3HOTO CTYIIEHIO.

[Ipy npoMy HamiBKUIBKICHHA METO]I BECTEPH-OJIOTUHTY BUSIBUBCS JOCTATHIM
JUTSl BU3HAYCHHS CyTTEBUX 3MIH y BMICTI OUJIKa, 3aJMINAIOYU 32 MEXaMU aHAII3y
TOHKI Bapialii, 10 BIANOBiAa€ 3amadaM oOIlIHOYHOro TectyBaHHs. [llompaBna,
NpaleeMHICTh  METOAY 1 HEOOXIJHICTh  CHEeliadbHOTO  OOJlaJHAaHHS  Ta
KBaJTi(hiKOBAHOT'O TIEPCOHATY CBITYUTH MPO JIOIIIBHICTh CTBOPEHHS OUIBII MPOCTOI
JUISL ITUPOKOTO BUKOPUCTAHHS TECT-CUCTEMHU.

Ha ocHOBi pe3ynbTaTiB TECTyBaHHS 3allpPOIIOHOBAHO CMOCIO BU3HAYCHHS
CTaHy POCJHUH MPUPOJHUX EKOLIEHO31B Ta IHTPOAYKOBAHUX POCIHUH, IO BKIIIOYAE

OLIIHKY ()1310JI0TIYHOTO CTAaHY POCIMHH Ta BIUIMBY Ha HEl €KOJOTIYHUX (DaKTOPIB 3a
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BMicTOM OunkiB TemioBoro moky HSP70 y 3pa3ky pociumHHOTO Matepiaty
(lucTkax),  BU3HAYEHUM  NUIIXOM  IMYHOJETEKI[i 3  BUKOPHUCTAHHSIM
MOHOKJIOHAJIbHUX aHTUTLI, cnenudiuaux 1o HSP70 mmpokoro kona opraHi3mis,
Biiovaroun pociuan (Ilarent nHa xopucHy mozenb Ne 65170, Kozeko Tta iH.,

2011).

BucnoBku 10 po3ainy 4
Buknazneni y po3auil pe3yibTaTH HAIIKUX JOCTIIKEHb MOKa3ylOTh 3HAUYEHHS
¢yukmionyBanus maneponiB HSP70 1 HSP90 na BchoMy aiama3oHi CTIHKOCTI

POCIIMHHOTO OpraHi3My — SIK 3a HOPMaJbHOTO, TaK 1 3a KPUTUYHOTO PIBHS

(dakTopis.

» Ilo3uTMBHHI B3a€EMO3B’SI30K MiX TIOPOTOBOIO 103010 (DakTOpa, BHINE SKOI
BiIOyBaeThCs 1HAYKIIS HSP7(0, Ta CTIMKICTIO POCIWH BKa3y€ Ha 3HAYEHHS
0a306020 BMICTY IIANE€POHIB il BU3HAYEHHS OIiAnAa30Hy HOPMAIbHOL
AHCUMMEDIANILHOCMIT OPTAHIZMY.

» llo3uTuBHUIA B3a€MO3B’ 130K 0a3oBoro piBHs maneponiB HSP70 3i crynenem ta
70 HECHPUSATIMBUX YMHHHUKIB BKa3y€ Ha 3HAYEHHS KOHCTUTYTUBHOI'O CHHTE3Y
HSP70 nns 3abe3nedeHds: adoanmusHo2o nomenyiany poCIuHU.

» Ilpo yuacTh mmamnepoHiB y 3a0e3lmeueHHI BIKMBAHOCTI Ta BiJHOBJICHHI
rOMEOCTa3y KIITHUH 1 OpraHi3mMy 3a KpUTHYHOIO PiBHS (PaKTOPIB CEpeloBUIIA 1
BU3HAYCHHI 0iana3oHy cmitikocmi CB1I4aTh:

e AKTHBaIlA TEHHOI ekcrpecii Bcix (a0o0 OUIBIIOCTI) WICHIB POAMH — SK
KOHCTUTYTHUBHUX, TaK 1 IHAYUUOEIbHUX — IPU CTPECl Ta afanTarii A0 3MiH
¢akTopis;

e 3HWXKCEHHS aKTUBHOCTI TEHHOI eKcmpecii Ta BMICTY IIANEepOHIB MpHU
JOCSITHEHH1 JICTANhbHUX 103 (DaKTOPiB, TOOTO BHUXOJI 3a MEXI CTIMKOCTI

OpraHizmy;
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e KitouoBe 3HayeHHs 1HAYUUOEIBHOIO KOMIIOHEHTa Yy 3a0e3leyeHHl
CTIHKOCTI, @ caMe — BUCOKHUHU CTYMIHb 1HAYKIII BIAMOBIAHUX T€HIB, a TaKOXK
3HUKEHHS TEIUIO- 1 TOCYXOCTIMKOCTI POCIIMH MPHU MOPYIICHH] X eKCIPecii;

e Bunosi ocobnuBocTti kiHeTuku cuHtesy HSP70 Ta ix TicHU B3aeMO3B’SI30K
3 mporecaMu MeTaboIIYHOil, CTPYKTYpPHOi, MOpQOIIOTiuHOT Ta (Hi310I0TTHHOT
ajanTailii KO>KHOro BUAY Ta 3 aJJalTUBHUM MOTEHI1aJIOM POCIIUH, 30KpeMa:

e Bucoka inTeHcuBHICTh cunTe3y HSP70 B opranax, oco0aMBO BaxJIMBUX IS
BIKMBAHHS OpraHi3My (BEpXHI JIUCTKH POCIMH MajbBH I1J 4ac BIAMUPaHHS
HIDKHIX);

e HeoOxigHicTh 30UIBIICHHS MYJy IIANEPOHIB ni0 YAC 3MIHU MPAEKMOPIi
PO36UmMKy OpraHi3My (aKT IUIACTUYHOCTI PO3BUTKY), MOKa3aHa SIK BUCOKA
IHTeHCUBHICTh cuHTe3y HSP70 Ta oro cucTteMHHil XapakTep MNpOTATrOM
nepiojly ajamntauii poCcauH 10 KOPEHEBOI TIMOKCIi — HEeTPUBAIOi aKTUBAIlll
aHaepoOHoro Mertabonismy y A. thaliana Ta TpuBamoi CTPYKTypHO-
dbyHKIiOHANBHOT afganTauii y S. sisaroideum;

e VYyacte maneponis HSP70 1 HSP90 y crpec-peaxuii Ta aganTaiii pociuH A0
CBOJIOLIMHO  HE3BHMYHMX 3MIH TpaBITAllIHHOTO HAaBaHTAXKCHHS  3d
BIOCYMHOCMI 2eHEMUYHO 0eMePMIHOBAHOI NPO2PaAMU NIACMUYHOT 8I0N0BIOI,;

e AxtuBanisa renHoi exkcrapecii HSP70 1 HSP90 npu BuHUKHEHH1 nepexpecHoi
cmitikocmi (TOCUJICHHS TEIJIOCTIMKOCTI B Pe3yJIbTaTi KIIIHOCTATyBaHH).

Kpim Toro, BUSIBIIEHO HACTYITHI 3aKOHOMIPHOCTI:

e [leBna cneuudiunicts pyHkiionyBanHs wieHiB poaud HSP70 1 HSP9O0, mio
BUSBJISIETBCSI B OCOOJIMBOCTSAX TKAHMHHOI JIOKami3arii 1 mpodijaiB TeHHOI
eKCIIpecii;

e BiaminHOCTI Y (QYHKIIOHYBaHHI MIX 1HIYIHOEIbHUMH YJ€HAMHU POJIMH 1,
BIJIMOBIAHO, iX POJUII0 B CTPEC-peakiii Ta ajamntailii 10 pi3HUX 30BHINIHIX
YUHHUKIB;

e [llBuukima Ta 3HAYHIIIA peakilisi Ha 30BHIIIHI YAHHUKUA y YJIEHIB POJUHU
HSP70 nopisasino 3 HSP90, mo cBiauuTh mpo ix OpoBIIHY pOib Y 3aXHUCTI

IpOTEOCTasy;
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e MuixiHIuBiAyadbHa BapilaOesbHICTh piBHSA 0a30Boi ekcrpecii reHiB HSP

(mokazano Ha npukiani AtHSP90-2).
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PO3/LI1 5
PEI'YJSIIIA TEHHOI EKCITPECII HSP I CTIMKOCTI POCJIMH
IMATIEPOHAMM HSP90

Buuenns 3natHocti HSP90 perymioBatu excrpecito HSP B pociamHHHX
KIITAHAX  [UIIXOM  HETaTUBHOI  PETyJsIii  aKTUBHOCTI  KOHCTHTYTHBHHX
tpanckpuniiiaux (axropiB HsfAl (mami HSF) mpoBogwnmm 3 BUKOpUCTaHHSM
cnenudiunoro inrioitopa I'ZIA. Ilpu npoMy NporHo3yBaBcsi HACTYNHHMM JIAHIIOT
NoJii: 3B’s13yBaHHs aHTHO10THKA 3 1IanepoHamMu HSP90 1 6mokyBanHs ix AT®-
3aIeKHUX (QYHKIIH — BuUBUIbHEHHs MoJiekysl HSF — Tpumepu3sariis 1 akTuBaris
HSF — iniuiauis tpumepamu HSF Tpanckpuniii reniB HSP — akTuBallisi CHHTE3Y
HSP. Kputepisimu ¢yHKIIOHYBAaHHS TaKOTO MEXaHI3My CIY>KUJU 3aJIeKHI BiJl
KOHIIeHTparlii anTuoioTuka 3minu cuHTesy HSP70 1 HSP90 Ta temmocTiiikocTi.

Excnepumentu npoBoaunucs 3 A. thaliana (Col-0).

5.1. Boius inrioysannsst HSP90 na cunre3 HSP70 i HSP90

B excnepumenTax mporo po3niny I'JIA BUKOpHUCTOBYBaIM B KOHIIEHTpAIisX 1,
10 1 100 MmxM. [Ins omiHKM BIUIMBY aHTHOlOTHKa Ha 0a3oBui cuHte3 HSP 12-
7000B1 MPOPOCTKH 1HKYOYBaJId 3 OTO PO3UYMHOM MPOTIATOM 6 roj y TEMpsBI MpU
24°C. Ha imyHoOnoTax aHamizyBaiu ABI iMyHopeakTuBHI 30HMU HSP70 1 oany
HSP90. 3ouu HSP70, sxi ymoBHO mno3HaueHo sk HSP70.1 1 HSP70.2, 3a
MOJICKYJISIDHOIO Macoro BiamoBigaroTh: mnepma - AtHSP70-3 1 AtHSP70-4
(71,1 x1a), apyra - AtHSP70-5 (70,9 x/la) (Lin et al., 2001). 3ona HSP90 3
moit. M. ~80 k/la Moke MICTUTH 4 UTO30bHI 13000pMH — 3 KOHCTUTYTHUBHI Ta 1
iayubensny (Krishna, Gloor, 2001). ITokazano, 1o ob6po6ka mpopoctkiB ['JIA
BUKJIMKana 1HAyKito cuHTedy ob6ox HSP70 1 HSP90 3a HOpmampHUX YMOB
(puc. 5.1). Ockinbku ehEeKTUBHOK BUSBUIACH HABITh TaKa HU3bKA KOHIIEHTpAIiS
aHTuoOioThka, sK 1 MKM, MOXHAa TOBOPUTHM TIPO BHCOKY CHEHU(PIYHICTH

3B’s3yBaHHs aHTuOiotnka 3 HSP90. BriM, naifegexTuBHImOw mpu 006poOii
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npopoctkiB Oyna koHueHtpauis 10 MxM. Po3uumnnuk JIMCO y BIiANOBIIHHUX
KOHIICHTpAIliSIX HA CHHTE3 IIMX OUIKIB HE BIUIMBAB (J1aH1 HE Moka3aHo). OTpumaHi
HaMU pe3yJIbTaTH Y3TOJKYIOThCS 3 JaHuMH Yamada et al. (2007), sxi BU3HAUUIU
aykio exkcnpecii HSP70, HSP90 1 HSPI0I B mpopocTtkax A. thaliana B
pesyabrari 06pooku ['JIA 1 PAJl y moaiOHOMYy eKcepruMeHTI. 3a3HaYMMO TaKOXK,
mo Haykuiro HSP70, HSP90 1 HSP25 min BimBoM ['JIA paHille AeTeKTyBalIu y
tBapuHHux kiituH (Conde et al., 1997; HoBocenosa u ap., 2008). O1xe, mokazaHi
HaMU 3MIiHU TIATBEP/KYIOTH TiNoTe3y Iojo peryisuii cunresy HSP Oinkamu
HSP90 3a mpunanmmnom 3BopotHOTO 3B’ 513Ky (Ali et al., 1998; Morimoto, 1998; Zou

et al., 1998) nst pOCIMHHUX KJIITHH.

350

Hl HSP70.1
[ HsPTO0.2
300/ o Hspeo
=2
5 250
5
3 200
E
=
T 150
Q
2
& 100
m
50
0, .
HSP70.1 _{\ i, -
HSP70.2 —| TS

HSPO0 — |

Ponseau

KOHTpOIb 1 10 100
[FOA], mkM

Puc. 5.1. ButuB I'’IA na cunre3 HSP70 1 HSP90 B npopoctkax A. thaliana (Col-0)

3a HOpMaJbHUX yMOB. THIOBI BECTEpH-OJIOTH MPEACTABICHO Mija pe3yJbTaTaMu
JCHCUTOMETPUYHOTO aHamizy. 3abapBieHHs Ponseau S BHUKOpPHCTOBYBaIM ISt
KOHTPOJIIO KITBKOCTI CyMapHOro Oilka y 3pa3kax Ta SKOCTI IEepeHOCYy Ha
MeMOpaHy (TakoX y HACTYIHHUX aHaji3ax gaHoro posniny). Ha rpadiky — piBeHb
Ou1ka y BifcoTKax A0 KoHTposito (M £ SD); (*) craTUCTHYHO 3Hauyla Pi3HUI

BIJIHOCHO KOHTpOIO (¢-TecT CT’toaenTa, p < 0,05).
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3a pesynbratamu Duncan (2005), oTpuMaHMMu Ha TBapUHHUX KIITUHAX,
nigBHIIeHUN piBeHb cuHTe3y HSP micns inkyOamii 3  aHcamMilIMHOBUMU
iHriditopamu HSP90 miaTpumyeThes nuiie npoTsaroM Kuibkox roaud. IIpote 3a
HAIIMMHU JlaHuMU, oO0poOka iuribiTopamu HSP90 waciuus A. thaliana wmana
BiJIJIaJieH] Y Jaci e(eKTH Ha PICT 1 PO3BUTOK pOCiauH (auB. po3a. 6). Ha miacTasi
POTO MU TPUITYCTHIU, 10 00poOka HaciHHs iHTiOiTopoM HSP90 moxe matu
IIPOJIOHTOBAaHUN BIUIMB Ha ekcmpecito HSP. [[ns mepeBipku 1bOTO MPHUITYIEHHS
HaMHu npoBeaeHo aHaii3 piBHs HSP B mpopoctkax A4. thaliana nicns o6pooku I'JIA
HaclHHA. Pe3ynbratn BecTepH-OJ0T-aHai3y IMOKA3alM, 110 1HKyOalllsi HAaClHHA 3
I'JIA y TempsiBl mpHW KIMHATHIH TeMmmepaTypi IpoTsroM 24 roja MpU3BOAMIA 0
nocwieHHss cuHTey HSP y 12-1000BHX NpOpPOCTKIB 3a HOpPMalbHUX YMOB
(puc. 5.2, A). AxrtuBanis cuntesy HSP70 Busnauanmacsi Bxke Npu KOHIEHTpaIlii
I'TA 1 MxM 1 3pocraia 3 ii 30UIbIIeHHAM, TOA1 K piBeHb HSP90 cTaBaB Bumum 3a
KOHTpOJbHUI suiie npu KoHueHtpauiax 10 1 100 MkM. OnHak, CTyniHb Takoro
nigsuiieHHss BMmicty HSP B mpopoctkax micist o6pobku ['JIA naciHHs OyB
MEHIIIUM TOPIBHSIHO 3 edeKToM 00poOKku Oe3mnocepeHbo MpopocTkiB. [lepeBipka
MOJMBOi i po3unHHuKa JIMCO B eKBIBaJ€HTHUX KOHIIEHTpPAIliSX CYTTEBHX
3MIH y CHHTE31 X O11KiB He BusBuia (puc. 5.2, b). Kpim Toro, 3a pesyiapratamu
esnekTpodoperrnunoro posnoairy B ITAAI' cnektp po3uMHHUX OUIKIB MPOPOCTKIB
micist o0poOku HaciHHs ['JIA Takox He 3MiHIOBaBCS (JaH1 HE TTOKA3aHO).

Takum unHOM, 00pOOKa aHTUOIOTMKOM HACIHHS BIUIMBaja Ha 0a30BUil CUHTE3
HSP70 1 HSP90 B mpopocTkax mioHaiMeHIle npoTsiroM nepmux 12 nid pocty.
[TpoTe MexaHi3M LbOTO SIBUIIA 3AIUIIAETHCS HE3 sicoBaHUM. OCKUIBKM HAa TTOYATKY
pocTy MpopoCTKIB BiaOyBaeTbest rinponiz HSP, mnpedopmoBanux y 3piuiomy
HACIHHI, Ta peakTuBallisi cuHte3y koHctutyTuBHMX HSP (Queitsch et al., 2000;
Sung et al., 2001; Kozeko, Kordyum, 2006), moxxna nependauyatu Brus ['JIA Ha
Il MpoIEecH, TOOTO B3aEMOII0 MIX MPOrPaMOI0 1HAWBIAYAJIBHOTO PO3BUTKY Ta
iaykyBanHsaM cuatesy HSP70 1 HSP90 nin BimuBom ['JIA. He Bukitouena takox

MO>KJIMBICTh TOTO, IO MICJSI NOTPAIUISIHHSA Yy KIITUHU (DOTOUYTIMBUN aHTUOIOTHK
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cTae OLIbII 3aXMILEHUM BiJ JECTPYKTHBHOI [Ii CBITJIA 1 3aJMILAETHCA aKTUBHUM

TPUBAJIIIINN Yac.
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Puc. 5.2. BruimB o0poOku Hacinas ['ZIA (A) 1 po3uumnHukom JMCO B
ekBiBaJIeHTHUX KoHuUeHTpauisx (b) Ha cuntes HSP70 1 HSP90 B 12-moGoBux
npopoctkax A. thaliana (Col-0) 3a HOpMmanbHUX yMOB. THMOBI BecTepH-0JIOTH
pO3TalIOBaHO IiJl pe3yJibTaTaMU JE€HCUTOMETpUYHOTO aHamizy. Ha rpadiky —
piBeHb OlnKa y BijcoTkax g0 KoHTpoito (M =+ SD); (*) cratucTuuHo 3HauyIma

pI3HUILA BITHOCHO KOHTpOJO (t-TecT Ct’roaeHTa, p < 0,05).

Jlnst BUBUEHHS BIUIMBY 0OpoOkuM HaciHHs ['JIA Ha piBeHb 1HIYKIII CHHTE3Y
HSP B mpopocTtkax mpu cTpeci ixX MijjlaBaiu TEIJIOBIM eKCIOo3ullil — cyOeTanbHIN
(37°C, 2ron) 1 morenuiitno neranpHii (45°C, 1rom). Y mepumioMy BHMAAKy 3
M1JBHUIICHHSAM KOHIICHTPAIll aHTUO10THKA TT1JIBUIIYBABCS PIBEHb 1HIYKIIlT CUHTE3Y
HSP70, ocobmuo HSP70.1, 1 axktuBamis cuntesy HSP90 mpu maxcumanbHii
koHuentparii (puc. 5.3, A). [Ipu 45°C 3miHM HOCWIM OUIBII CKJIQJHUA XapaKTep
(puc. 5.3, b). Tak, npu xonuentpauii I'IA 1 mxM piBenp iHaykuii HSP70.1

IPaKTUYHO HE 3MIHIOBABCS, yTIM BlaMiuvanach 3aTpumMka akrtusauii HSP70.2 1
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HaBITh 3HWKEHHS BMicTy HSP90. Binbmi BHCOKI KOHLEHTpamli aHTHOIOTHKA
BUKJIMKAJIA MMOCUJICHHS 1HAYKIII cuHTe3y Bcix HSP. B minomy, cryminp aktuBaritii
Oy BumuMm npu Temmeparypi 37°C, ska, sK BiJOMO, BUKIHUKA€ HaWOUIbII
inTencuBHuii cuHte3 HSP (Kimroea, CamoxBanoB, 1990) i MakCHUMaJIbHO CIIpHsIE
axiimarii A. thaliana (Silva-Correia et al., 2014) Ta BUHUKHEHHIO 1HJIYKOBAHOI
temnocTidkocTi (Silva-Correia et al., 2014). Otxe, oOpoOka nHacinus ['JIA
MOCHITIOBasIa 3AaTHICTh KIITUH A0 1HAYyKIi cuate3y HSP npu crpeci.

Taki naHi JoBOASTH, 110 1HT10yBaHHs HSP90 He TUIbKK Cipu4uHSIE THAYKIIIIO
cuntezy HSP70 1 HSP90, ane 1 Mae nponoHroBaHuil BIUIMB HA IHTEHCHBHICTh X
CHUHTE3Y 32 HOPMAJIbHUX 1 CTPECOBUX YMOB. Bin3HaueHo, 1110 KiJIbKICHI 3MIHH OYJH
HalOubm Bupaxkenumu B HSP70.1, mo, 3a HamMM NOpUMYIIEHHSM, BIJINOBIJIA€
aKTUBaIii CUHTE3y mepm 3a Bce iHaynubenbHoro AtHSP70-4. 3minu BMicTy
HSP70.2, sxuii mu noB’si3yemo 3 i30popmoro AtHSP70-5, Oynu MeHI 3HAUHUMU 1
BIIOYBaIMCS 3 TIEBHOKO 3aTpUMKO0. Takuil xapakTep KIHETHMKU €KCIpecii
BIJIMOBIAHUX T'€HIB ONTMCAHO HAMHM MPH TeIUIOBOMY o1l (auB. 1. 4.1.1).

3minu B cunTe31l HSP90 BincraBanu Bim HSP70 1 Oynu MeHII BUpaKeHUMHU, a
1HKOJIM 1 HeoTHO3HAYHUMH. Tak, micis o0pooku cemsH 1 mxM I'JIA Bmict HSP90
B npopocTkax A. thaliana npotsrom TerioBoro moky npu 45°C 3HUKYBaBCH.
Cxoxi 3Mminn B cuHTe3l HSP90 mixg BOaMBOM 1bOro aHTUOIOTHMKA paHille
BU3HAYAJIM B TBAPUHHUX KIIITHHAX IMICIA OMPOMIHEHHS JIa3€pPHUM CBITJIIOM
(Homocenona u ap., 2008). Ha TBapyuHHUX KJIITHHAX TaKOXX MOKA3aHO BiJCTaBaHHS
aktuBawii cuHresy HSP90 Bimnocno HSP70. Hanpuknan, B KynbTypl KIITHH
Drosophila cuate3 HSP90 3HmxkyBaBcst mpotsirom neprmux 0,5 roj TemioBoro
IIOKY 1 aKTUBYBABCS MPU MOJANbIIOMY 301IbIIeHH] 1031 dakTopy (Duncan, 2005).
MoskHa TPUIMYCTUTH, MO NMPUYMHOIO HEOAHO3HauHMX 3MiH piBHSI HSP90 moxe
OyTH yd4acTh IUX OUIKIB HE TUIBKM B HETATHBHIM PEryJisiiii TpaHCKPHUMIIHHUX
¢dakropiB HSF 3a HOpManpHUX yMOB Ta iX aKTHBAIlll IPU CTpecCi, a 1 B perymsmii
PO3BUTKY IIl€i peakilii MpOTAroM TpHUBaioi Jii cTpecopa Ta il 3aBEpIICHHI, IO

OMMCAHO B M. 2.6 orisiay JiTepaTypu.
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Puc. 5.3. BruiuB 06po6ku I'IA Hacinus Ha iHaykuiro cuatesy HSP70 1 HSP90 B
npopoctkax A. thaliana (Col-0) npu temnoBomy moii: (A) 37°C, 2 rox; (b) 45°C,
1 roa. Tunosi BECTEPH-0JI0TH pO3TallIOBaHO i pe3yJibTaTaMmu
JEHCUTOMETpUYHOTO aHamizy. Ha rpadiky — piBeHb Olnka Yy BIJACOTKax 0
koHTpoato (M £ SD); (*) crarucTHYHO 3HAdylla PI3HULS BIJIHOCHO BapiaHTy 3

TEIIOBOIO eKcro3uiliero 6e3 06pooku I'IA (¢-tect Cr’roaenta, p < 0,05).

5.2. Bnuus inrioyBanasst HSP90 na TepmocTilikicTh pocjnH

Ak Bigomo, HakonnueHHs HSP B kiiTHHAX MOCUITIOE BUKUBAHICTh OPraHi3MiB
3a BIUIMBY IOTEHIIMHO JIETaIbHUX 103 30BHIIIHHOTO umHHHKA (Queitsch et al.,
2000; Bowen et al., 2002; Serensen et al., 2003; Yamada et al., 2007). Mu
UTIocTpyBanu 1eld (eHOMEeH Ha MPUKIAAl 1HAYKOBAHOI TEPMOCTIMKOCTI, KOJIU
3HayHa aktuBailis cuHtesy HSP70 1 HSP90 (mpornosoBano, # inmmx HSP) B
pe3yabTaTi monepenHboro mnporpisy npu 37°C mpotsrom 2roa 1 KOPOTKOi
peaganTarii crnpusia BI)KHBAHHIO MPOPOCTKIB T 4Yac HACTymHOI 1-rogumHHOL

excrio3utlii mpu 45°C (puc. 5.4).
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Puc. 5.4. ITnnykuis cuaresy HSP70 1 HSP90 (A) 1 Ternoctiiikocti (b) nmpopocTtkis
A. thaliana (Col-0) B pe3ynbTaTi moONepeaHboi 00poOKU  CyOseTaIbHOIO
temriepatypoto 37°C. (A) Tunosi Bectepu-61otu. (b) IIpopocTku micis TemioBoi

EKCTO3HUIIIT; CXeMy €KCIIEpUMEHTY MPEJICTaBICHO Ha cXeMax (a, 0, 8).

B po6oti Yamada et al. (2007) 06po6xa npopocTkiB A. thaliana iHriGiTOpaMu
HSP90 miaBumryBana iX TEIUIOCTIMKICTh, MNPH I[bOMY TEIUIOBY EKCIIO3UIIIIO
MIPOBOJMIIM Bigpa3y miciasi oOpoOku aHTHOIOTHKOM. [[1s1 BUBUEHHS MHUTAHHS, YA
3MIHIOETBCS TETUIOCTIMKICTh IPOPOCTKIB micis 00poOku I'JIA HaciHHS, 117 BUCOKOT
TeMIiepaTypu mignaBain 3-1000B1 npopocTku. Takuil BiK MPOPOCTKIB 0OpaHo,
BUXOJSYU 3 TOTrO, IO MPOTATOM IEPHINX JBOX Mi0 MPOpPOCTaHHS BiAOYBaEThCS
3HM)KEHHSI PIBHSA CTIMKOCTI KJIITHH, MOB’S3aHE 3 T1APOJII30M 3alacHUX PEYOBUH
HaCiHHS, 30KpeMa, rigpoiizom npepopmoBanux HSP (Queitsch et al., 2000).

VYV nepuioMy eKCHEepUMEHTI TEIJIOCTIHKICTh MPOPOCTKIB BHU3HAYAIM 3a 1X
BIDKMBaHICTIO micas 1HKyOauii mpu 45°C. Iloka3zaHo, 110 TersioBa i1HKyOaris
npopocTkiB mpotsaroMm 30 XB Ha iX JKHUTTE3ATHICTh HE BIUIMBana. IlimBUIIeHHS
TpPUBAJIOCTI 1HKYOalil A0 45 XB npu3BoaAUII0 a0 3arubeni 6uig 50% npopocTKiB y

KOHTpoui mpoTsiroM 5 ai0 (puc. 5.5). Ilicas o6poOku I'JIA mpoueHT mpopocCTKiB,
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AK1 BIDKWJIM, OyB BUIIMM 1 MMO3UTUBHO KOPEIIOBAB 3 KOHIEHTPAIIEI0 aHTUO10THKA.

[Ipore Oiunbm TpuBaja TeEIJIOBAa 1HKYOAIllsl BHUSBWIACH JIETAJILHOI B YCIX

BapilaHTax.
A 45°C B
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Yac nicns TW, aoba
Puc. 5.5. BrmuB 00po6ku I'JIA HaciHHS HA TETUIOCTIMKICTh IPOPOCTKIB A. thaliana
(Col-0): (0) xoutposb, (1) 1mMmxM, (10) 10 mxM, (100) 100 MM T'JA. (A)
[Ipopoctku dyepe3 5 mi0 micas EKCIO3MIN; peXUM OOpoOKH MPECTaBICHO Ha
cxemi. (b) Buxusanictb npopoctkiB; edext I'JIA B konuentpauiax 10 1 100 mxkM

cratucTuuHo 3Hauymuii (One-way ANOVA, p < 0,05).

Y HacTymHOMY €KCIIEpHUMEHTI BUBYaIW BIUIMB oOpoOku ['JIA HaciHHSA Ha
3IaTHICTh KJIITUH MPOPOCTKIB /10 HAOYTTA 1HIYKOBAHOI TEIJIOCTIMKOCTI. J{J1s 1boT0
niciis monepeIHpoi 00poOKku cybieTanbHO Temneparyporo 37°C 1 peaganTanii 3-
n000B1 npopocTku miagaBaii Al 45°C mpoTsaromM pi3HUX TEPMiHIB (AMB. CXEMH,
puc. 5.6). Uepez 9 16 micis TEMIOBOI EKCIO3MINT B yCiX BapiaHTax
CIIOCTEPIranocs NPUTHIYEHHS pOCTy. BTiM, pi3HMIISA 32 pOCTOBOKO aKTUBHICTIO MIXK
BapiaHTaMU CTaBaja TMOMITHOIO Ti3Hime (puc. 5.6, A). Busnauenns wmacu
MPOPOCTKIB uepe3 15 mi6 micnsa excrno3ullii mokazano nmo3uTuBHuil edext I'JIA,
SKUM CTaBaB OUIbII BUPAKEHUM MPHU 30UIBIIEHHI TPUBAJIOCTI ekcno3uiii npu 45°C
3 1,5 mo 2,5 rox (puc. 5.6, b). binbm TpuBajia eKCro3uIlis BUKJIMKaIa 3arvuOelb

IPOPOCTKIB B YCIX BapiaHTax.
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Puc. 5.6. Cymicawuii BrimuB 06po6ku I'JIA HaciHHS 1 iepeno0poOku cyOieTaabHO0
TeMIiepaTyporo mpopoctkiB A. thaliana (Col-0) na ix temnocTtiiikictb: (0)
KOHTpOJb, (1) 1 MxM, (10) 10 mxM, (100) 100 mxM T'JIA. (A) IIpopocTku micis
TEIJIOBOI E€KCIO3UIIii; peKUM 0O0poOOK MpescTaBiieHO Ha cxemax (a, 0, 8). (b)
Maca 25 mpopoctkiB (M £ SD); (*) cTaTUCTHYHO 3HaYyIa PIi3HULS BITHOCHO

BapiaHTy 6e3 00pobku I'JIA (z-tect Ct’ronenra, p < 0,05).

5.3. Bnuus inrioyBanass HSP90 na cunre3 HSP70 micsist y-onpoMiHeHHsE

B po3pim 6 (m. 6.1.2.3) onucano, mo oOpoOka HaciHHS A. thaliana
iarioiTopamu HSP90 micnst y-onpomiHeHHS MPU3BOAMIIA IO CTUMYJISIIT POCTY Ta
po3BUTKY (auB. puc. 6.10; Tabmn. 6.7). OckuUIbKU Y-pajiaiis BHUKJIMKAE TEHO- 1

IPOTEOTOKCUYHI €(PEeKTH, MU MPUIMYCTUIH, 1[0 CTUMYJIALIS POCTY OMPOMIHEHHX
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KITITAH Tiicas o0poOku ['JIA moB’si3aHa 3 MOCHJICHHSM aKTUBHOCTI KIIITUHHOTO
nyJly IIANepoHIB Yepe3 peryiiaiito ekcrpecii reHiB HSP. Jlyig 3’ scyBaHHS 1[bOTO
MU BUKOPHUCTOBYBAJIM BapiaHTH 0€3 ONMPOMIHEHHS 1 3 ONpoMiHEHHsIM B 1031 1 k['p,
K1 XapaKTepU3YBAJIUCS BIJAMOBIIHO MIHIMaIbHUM 1 MaKCUMaJIbHUM POCTOBHUM
edexTom antudioTuka. BectepH-6moT-anani3 6inka HSP70, yuacTs sikoro onucana
B peakiii Ha ioHi3yrouy pamiamiro (Park et al., 2000), BusiBuB crnabke 30UTbIIICHHS
BMICTYy IIhOTO OUIKa B MPOPOCTKAX, BUPOIICHUX 3 OMPOMIHEHOTO HACIHHA,

MOPIBHSHO 3 KOHTPOJIbHUMHU (pHuc. 5.7).
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Puc. 5.7. Becrepu-6motr ananiz HSP70 y 14-mo6oBux mpopoctkax A. thaliana
(Ler) micns y-onpomiHeHHs1 cyxoro HaciHHs B 1031 1 kI'p 1 06po6ku 5 MmxM T'JIA.
TunoBuit BeCTEpH-OJOT TPENCTABICHO i PE3yJbTaTaMH JEHCUTOMETPUYHOTO
aHaiizy; Ha rpadiky — piBeHb OUKa y BiJCOTKax ;10 kKoHTpoJto (M £ SD). (*, #)
CTaTUCTUYHO JOCTOBIpPHA PI3HMIIS IO BiTHOIICHHIO 10 TPOPOCTKIB y KOHTPOJI Ta
MPOPOCTKIB, BHUPOIICHUX 3 HEONMPOMIHEHOro HaciHHA 3 o0pobOkoro ['JIA,

BiAnoBiAHO (t-Tect CT’ronenta, p < 0,05).
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O6po6xka I'JIA Buknukana migsumieHHas pieHss HSP70 B o0ox Bumaakax, aie
nicis aii pamianii epekt antTu6ioTuka O0yB OuabiuM. [linBumenus Bmicty HSP70
nij BiiBoM ['JIA MOrJIO CHpusiTU BiAHOBJICHHIO OLIKOBOTO T'OMEOCTa3y KIITHH
MIiCJsl OMPOMIHEHHS Ta MOCUJICHHIO POCTOBOI akTWBHOCTI. KpiM Toro, 3a maHumu
mitepatypu, HSP GepyTh yuacts y penaparii JJHK (Park et al., 2000; Calini et al.,
2003).

Taxi pesynpTaTl CBiI4aTh MpO Te, M0 00poOka HaciHHA iHriGiTopom HSPIO
Mae BiJiianeHi y yaci egextu — nocuiiennst cuatesy HSP70 1 HSP90 B npopocTtkax
SK 32 HOPMaJIbHUX YMOB, Tak 1 3a [Jii BUCOKOI Temreparypu Ta y-paaiamii. Kpim
TOTO, MPO 1€ CBIAYMTH IMIJBUIICHHS B pe3yJbTaTi 0OpOOKH PiBHS TEIUIOCTIMKOCTI
KJIITAH Ta CTUMYJISIS POCTOBOI AKTHUBHOCTI MICHS ONpOMiHEHHA. OCKUIbKU
MexaHi3M 1Himiamii reHHoi ekcmpecii mwisxoMm 3B’s3yBanHs HSF 3 HSE B
npomoTtopax reHiB Beix poauH HSP e xoncepBaruBHum, momionuit edexr I'JA
MOXHA OYIKYBaTH TakoX A 1HUX poauH HSP. Takuil mporao3 y3roJiKyeThes 3
JaHUMM 1HIIKX AochigHuKiB. Tak, Yamada et al. (2007) mokaszaim 1HIYKIIiIO
HSP70, HSP90 1 HSPI10I Ta psaay iHmux 3anexxHux Big HSF renis y pesynbrari
00po6ku inriditopamu HSP90 TI'JIA 1 PAJl mpopoctkiB A. thaliana. Iamui
iarioitop HSP90 monominia I (monocillin 1) inaykyBaB excnpecito HSP70 1
HSPI0I 1 mocunioBaB BWXHUBAHICTh IPOPOCTKIB A. thaliana 3a 11i BHUCOKOI
temneparypu (McLellan et al.,, 2007). Mo)xHa TakoX OYIKyBaTH ITOCHUJICHHS
CTIMKOCT] KJIITUH J0 1HIIUX MKIJJIUBUX YAHHUKIB.

Pa3om 3 TuM, mpu 0OroBopeHHi e€pekTiB OOpOOKH AHTHOIOTMKOM HACIHHS
Tpeba BpaxoBYyBaTH, IO PEryJsiiss HUM ekcrpecii HSP mijg 4ac mpopocTaHHs
HACIHHS, OYEBHUIHO, NMOBHHHA HAKIAJATUCSH HA OHTOTCHETHUYHY PETYIAIII0 IHX
reHiB. Bimomo, mo mnpedopmoBani HSP Tta ix MPHK 3naxonmarbcst y Benmukmx
KUIBKOCTAX Y CyXOMY 3pIJIOMYy HACiHHI Ta IIBUAKO 3HUKAIOTH ICIS IMOYATKY
perigparaiii, 10 CYHOPOBOJKYEThCA PIZKUM 3HUKEHHAM CTIMKOCTI KIIITHH,
30kpema 10 Bucokoi temmneparypu (Queitsch et al., 2000; Sung et al., 2001).
OpHouacHO BiOYBaeTbCs peakTUBAIllSl T'€HHOI ekcrpecli KOHCTUTYTUBHUX HSP

(Sung et al., 2001). Ilpore mnuIsIXM MOXJIHMBOI B3a€EMOJII OHTOTCHETHYHOI 1
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(bapMakoJIOr1YHOT peryJisiiii UX MPOLECiB 3aTUIIAIOTHCS HE3 sCOBaHUMU. MoxkHa
NPUIYCTUTH, IO AHTUOIOTHK Mocwioe ekcrnpecito HSP mpotsrom paHHBOTO
nepiogy pocTy, 110 MOXK€ BIUIMBATU Ha CTIMKICTh KJIITUH B mojanbiiomy. He
MOKHA TaKOXX BUKIIIOYAaTH MOXJIMBOCTI TOTO, IO JOBrorepMminoBuii edext I'JIA
MOXe OyTH pe3yJIbTaTOM OLIBIIOT  3aXMIIEHOCTI I[BOTO  CBITIOUYTIMBOIO
aHTHO10THKA BiJ CBITJIa mMpu 00poOILl HUM HaciHHA. ToMy KIIITHHHI MEXaHI3MHU
npoJoHroBaHux edexTiB 00poOku inriditopamu HSP90 nHaciHHsS moTpeOyroTh
NOJIANILLIOrO I€TAIbHOTO BUBUYEHHS.
OT:xe, HaBeJIeH1 B PO3/LII pe3yJbTaTH MPUHLUHUIIOBO MIATBEPIKYIOTh T1OTE3Y
aBToperyianii cuHtesy HSP 3a mpuHIMIIOM 3BOPOTHOTO 3B SI3KY 1 pEryJisiii

CTIMKOCTI pocnuHHUX KAITHH Outkamu HSP90.

BucHoBku 10 po3ainy 5
BuknazneHi y po3aut pe3ynbTaTi JOCHIIKEHb:

e JlaoTh MmIiACTaBY pO3TsaTU agmopelyiayito cunmesy HSP manepoHamu
HSP90 sax BaxnauBUA MOJEKYISPHUN MeXaHI3M peryJisiii 4YuCeIbHOCTI
KJIITUHHOTO IIyJy IIANepoHiB, AKUU 3a0e3nedye CTIMKICTh POCIMHHHUX
KJIITHH 1 OpraHi3My 710 3MiH ()aKTOPiB CEpPEIOBHIIA.

e [loka3ywTh 8i0HOCHY HecmabinvbHicmb Medc O0ianazony CmiuKocmi, SKi
YaCTKOBO BH3HauawThcsa BMicToM HSP B kimitunax (3okpema, HSP70 1

HSP90) i kouTpomtorothes maneporamu HSP90.

PesynbraTi eKkcrepuMEHTaTbHUX JOCTIKeHDb JAHOTO PO3JUTY HAaBEACHO B

TaKuX MyOJiKaIisix:

1. Kozeko L., Talalaiev O., Neimash V., Povarchuk V. A protective role of
HSP90 chaperone in gamma-irradiated Arabidopsis thaliana seeds. Life Sci.
Space Res., 2015, 6: 51-58.

2. Kozeko JI.E. MH3MeHeHuss B CHHTe3¢ OCIKOB TEINIOBOIO IOKAa U
TEPMOYCTONYMBOCTH TMPOPOCTKOB Arabidopsis thaliana tipu MHrHOWpPOBaAHUU

Hsp90 renmanamununom. [utonorus, 2014, 56(6): 419-426. (Kozeko L.Ye.
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Changes in heat-shock protein synthesis and thermotolerance of Arabidopsis
thaliana seedlings resulting from Hsp90 inhibition by geldanamycin. Cell
Tissue Biology, 2014, 8(5): 416-422.
. Kozexo J.LE. Cunrte3 Hsp70 npu wunrubumpoBanuu Hsp90 B mpopocTkax
Arabidopsis  thaliana (n0Ka3aTeIbLCTBO aBTOPETYJSIIIUKM CHHTE3a OEJIKOB
TEIUIOBOTO 1mO0Ka). Marepuansl Bceepoccuiickoit HaydHON KOH(EpeHIIUU
«@PaKTOpbl YCTOMYMBOCTH PACTEHUHN B DKCTPEMAIIBHBIX IPUPOJHBIX YCIOBUSX U
TeXHOreHHoOU cpene», 10-13 urons 2013, Upkyrck, Poccus. - Upkyrtck, 2013,

C. 119-121.
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PO3/ILTI 6
POJIb HSP90 1 HSP70 Y ®EHOTUITYHIN BAPIABEJIBLHOCTI
POCJIMH

Pi3HoMaHiTHICTE (EHOTHMIB TOMYJISAIi, SK 3a3Ha4aJioch y po3aun 1, €
CyMapHUM pE3yJbTaTOM T€HETHYHOI0 NOJIMOP(pI3MYy OCOOMH, (PEHOTHMIYHOI
IUTACTHYHOCTI KOKHOTO TEHOTHIy Ta BHYTPIIIHBOI HECTAOUTLHOCTI PO3BUTKY.
3natHicth mamneponiB HSP90 crabimizyBaTH 1 KOHTPOIIOBATH aKTUBHICTh HU3KU
METacTablIbHUX PETYISATOPHUX OUIKIB JO3BOJWIA PO3MIIANATH iX y4acTh Yy BCiX
nux mporecax (Sangster et al., 2004; Rutherford et al., 2007; Samakovli et al.,
2007; Taipale et al., 2010; Mason et al., 2018; Zabinsky et al., 2018, 2019).
MoxnuBICTh (DYHKIIIOHYBaHHS TaKUX MOJEKYJSIPHUX MEXaHI3MIB Yy MexXax
eaquaoro HSP90-3anexxHoro Mmexanizmy akTuBHO AUCKYyTyeThes (Meiklejohn, Hartl,
2002; Sangster et al., 2004) 1 morpedOye MOAATBIIOTO BCEOIYHOTO aHAIIZY.
BpaxoByroun pi3HOMaHITTS OUIKIB-KIIIE€HTIB ManepoHa y pociuH (nuB. lomatok
A), MM MPOTHO3YBaJIM, IO 3HM>KEHHSI aKTUBHOCTI KiTUHHOTO nysty HSP90 Oyanb-
SKUM CHOCOOOM MOXE CHOPUYUHATA TIOCIA0NCHHS PI3HUX CUTHAIBHUX 1
pPeryJIITOPHUX TUIIXIB 1, B pe3yJbTari, JecTallai3allilo poCTy 1 PO3BHUTKY,
BUHHUKHEHHS MTUPOKOTO CHEKTPY MOP(OTIOTIYHUX TOPYIICHB, Ta 3MiHY YyTIUBOCTI
70 3O0BHINIHIX BIUIMBIB. Y JaHOMY pO3IIl TPEICTAaBICHO pE3yJbTaTu
KOMILJIEKCHOTO JIOCHIJIPKEHHA (yHKUIOHYBaHHs MmaneponiB HSP90 y Tpbox
MeXaHI13Max KaHaJ13yBaHHS pOCTY 1 POPMOTBOPEHHSI POCIIHH:

1) Buxonsuu i3 3marHocti HSP90 crabinmizyBaTé CTPYKTYpPY PEryIsTOPHHX
OUIKIB, BUBYAIM iX (YHKUIOHYBaHHS sK Oy(depHOi CHCTEMH CTOXACTHYHUX
IpoleciB, sKa OOMEXye BIUIMB Bapialii BHYTPINIHBOTO 1 30BHIIIHBOTO
CepeIOBUIIA «IIIYMOBOI'0» XapaKTepy 1 TAKUM YMHOM CTaOLII3y€e MPOIECH POCTY 1
PO3BUTKY 3a OOpaHOIO TPAEKTOPI€I0. AHaNI3 MPOBOJAWIA HA 130T€HHMX JIIHIAX 32
ONTHMAJIbHUX YMOB CEPEIOBUIIIA.

2) 3rigno 3 rinote3or0 Rutherford i Lindquist (1998), 3a ymoB renetmyHoi

MIHJIMBOCTI 1CHY€ MOXJIMBICTB TOro, 1o manepoH HSP90, B3aemoairoun 3 O11KOM-
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KJIIEHTOM 3 YacTKOBO 3MIHEHOIO aMIHOKHCJIOTHOIO TMOCHIAOBHICTIO, Oyje
HNIATPUMYBATH HOTO y HOpPMalbHIN (yHKIIOHAIBHIM KoH(opMmallii 1 yepe3 Te
CIOPUATH TIPUXOBYBAHHIO TEHETUYHHMX 3MiH Ta (OPMYBaHHIO HOPMAIHHOTO
denoturry. 3marricte  HSP90  mpoTuaisitTh  OpOSBIEHHIO  T€HETUYHOTO
noimMopdizMy BHBYAJIM 3 BUKOPHCTaHHSAM IMOJIMOpPGHOrO Marepially 3a
ONTHUMAIBHIX YMOB CEPEIOBUIIIA.

3) VaBnenus npo Tte, mo maneponu HSP90 acuctyroTe HH3LI OULIKIB —
KOMIIOHEHTIB PI3HUX CUTHAJIBHUX HUISIXIB 1 MOXYTh BHU3HAUYaTU KOMIIETCHTHICTh
OCTaHHIX JI0 CIIPUUHATTS Ta Mepeaadi CUTHAIY, TPU3BEIIO 0 MPHUITYIIEHHS, MO0 115
pOMHA MOXE OINOCEPEIKOBYBATH BILJIUB CEPENOBUINA HAa PICT 1 PO3BUTOK
POCIMHHOTO OpranizMmy. Buxojsuu 3 1poro, mMoayitoBaHHs akTuBHOCTI HSP90
MOBUHHO IIPU3BOJIUTH O CUCTEMHUX 3MIH 3aJICKHUX BIJl HUX IUISIXIB TPAHCTYKITi
CUTHAJIIB Ta €KCHpecii BIAMOBIIHUX T€HETUUHUX MIPOrpaMm, BIUTUBAIOUYU THM CaMUM
Ha ¢izionoriuai Ta MopdoreHeTHyHi peakiii. BuBUEHHS IBOTO NHUTaHHSA
MIPOBOJIMIIA Ha 130T€HHUX JIHIAX 3@ BIUITMBY 30BHINTHIX YHNHHHKIB, 110 BUKIUKAIOThH
y POCJIMH IJIACTUYHI PeaKIlii.

Kpim toro, BpaxoByroun koeBouoliito marneporiB HSP90 i HSP70 (Travers,
Fares, 2007) Ta ix ¢yHkiionyBaHHs y TicHiIM koomeparii (Dittmar et al., 1997,
Nollen, Morimoto, 2002; Grad, Picard, 2007; Noél et al., 2007; Ko3zeko, 2010;
Clément et al., 2011; Karagoz, Riidiger, 2015), a Takox BUSBICHHS MHOXHUHHUX
nedeKTiB pO3BUTKY MpH eKcrpecii JoMmiHaHTHOI HeraTuBHOI (popmu HSP70 y
Dhosophila (Elefant, Palter, 1999), nucepTaHTOM BUCIOBIIOETHCS TiMOTE3a MO0
yuacmi HSP70 y niompumyi cmabineHocmi npoyecieé pocmy, pO3GUMKY 1
GdopMOmEOperHs: POCIUH 3 HOPMAIbHUX VMOS8, MAa iX NIACMUYHUX peaKyiil Ha
306HIWHI CIUMYTIU.

Jst 3HKEHHS KUThbKOCTI / akTuBHOCTI HSP Hamu BUKOpHCTaHO ABa M1IXO0IH:
e [uribitopHuil aHami3 3 BUKOpUCTaHHAM crieundiunux iurioiTopis HSP90, ski

J03BOJISIIOTh 3HU3UTH 3arajbHUN PIBEHb AKTHUBHOCTI KIITHHHOTO YNy IHX

maneponiB (Rutherford, Lindquist, 1998; Queitsch et al., 2002).
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e [HcepiiiiHI HOKayT-MyTaHTH 3 NOpylIeHHsSM ekcrnpecii okpemux HSPI0 1
HSP70.

Jis peHOMHOrO aHami3y 3aCTOCOBYBAJIM CTATHUCTHYHY OIIHKY CEpPEeIHbOI
TEHJICHIIIT Ta PO3CISIHHA 3HA4Y€Hb KUIbKICHUX O3HAK B KOMIUJIEKCI 3 BU3HAUYCHHSIM
IHAWUBIAyaIbHUX 0COOIMBOCTEH (peHOTHUIIIB. JIJIsI TOSICHEHHS] BUKOPUCTAHHS TaKOT'O
OiOXOQy CHlJ  BIAMITUTA  HAcTymHe. 3acob0amMu  CTaTUCTHUYHOIO — aHajizy
BU3HAYAETHCSI OCHOBHA TEHJCHIIIS (CepeaHe, MeiaHa) Ta CTyIiHb BapiabeabHOCTI
o3Haku. [Ipu boMy cymapHa oIfiHKa (i310JI0TIUHOTO MPOLECY Yepe3 LEHTPAIbHY
TEH/CHIIII0 BIIHOCUTBCS A0 BiANOBiAHOT momynsmii ocobun. IloBeminka
CEPEeNHbOCTATUCTUYHOTO I1HAWBIIYYyMY BBAXXa€ThCS TaKow, IO BigoOpakae
3arajabHy NOBEAIHKY OCOOMH momyssii. BTim, 3a Takoro miaxoay iHAMBIAYabHI
0COOJIMBOCTI CIIPOINYIOTHCSI a00 BTpadaroThbes. CTaTUCTUYHE YCEPETHEHHS MOXKE
TAaKOX MPU3BOJUTU O HEMPABUIBHOI OLIHKK JIACHUX MEXaHI3MIB B OKPEMOMY
opranizmi (Trewavas et al.,, 2003). BpaxoBytouu 1€, ocobjiiBa yBara Hamu
OPUAUIATIACE aHamizy HecTaHgapTHux (enorumnis. [Ipu 1mboMy MU BHU3HAYAIU
KUIBKICTh, PO3MIpH, TEMIH yTBOPEHHS, MPOCTOPOBE  pO3TAlllyBaHHSI 1
MOp(hOoJIOTiuHI OCOOJIMBOCTI OKPEMHUX OpraHiB Ta OCOOJMBOCTI (heHOTHIy B
uiomy. Kpumepismu necmabinbHocmi CIyXWIH TIOCUJICHHS BapiaOeIbHOCTI
03HaK, KUIbKICTb MOP(031B, IECUHXPOHI3AI[IS POCTY 1 pO3BUTKY OCOOMH, 3HUKEHHS
TOYHOCTI (opMyBaHHS (acHMMeETpis) MapHUX Opra”iB 1 OimaTepandbHUX O3HAK,
30UIbIIeHHST  Koe(dilieHTy Bapiaimii KUIBKICHUX MOpP(OJOTIYHUX O3HaK 1
(1310JI0T1YHUX BIJIMOBIACH.

JlocnipkeHHs1, PEACTaBICH] B IbOMY PO3/I1JIi, TPOBOJAMINCH HA MOJIETLHOMY
Bunl A. thaliana 3 BUKOPUCTAHHSIM MOrO0 €KOTHUIIIB 1 MYTaHTIB /Asp.
['eTepo3uroTHiCTh OCOOMH LBOI0 CaMO3alWIBHOTO BHJY HAJ3BHYalHO Maja
(Abbott, Gomes, 1989), i301p0BaHi JIiHII TEHETUYHO BHCOKOMOHOMOP(HI Ta
XapaKTEpU3yIOThCS  JOBOJI  BHUCOKOIO  CHHXPOHHICTIO  TEMIIB  pOCTY 1
dbopMOTBOpEHHS, Ta0ITyC € 3pyUYHUM JUIsl PEHOMHOTO aHaji3y SK Ha paHHIX, TaK 1
Ha Mi3HIX cTajisax oHToreHesy (Boyes et al., 2001; Queitsch et al., 2002; Samakovli

et al., 2007; Sangster et al., 2007). CekBeHOBaHU T€HOM, HASIBHICTh C€KOTHUIIIB 1
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MYTaHTIB CTBOPIOE INHUPOKI MOXJIHMBOCTI JUIsi (PYHKIIIOHAJIHHO-T€HETUIHHUX

JTOCJIIIKEHb.

6.1. 3HaueHHs 3arajibHOI QYHKIIOHAJIBLHOI AKTUBHOCTI KJIITHHHOTO MYJIY

HSP90 nus cradimizanii pocty i Mopgorese3y pocjauH

Hns  iariOyBanns HSP90 BuxopucToByBanmu aHTHOIOTHKM TeliaHAMIIIH
(DA, geldanamycin) 1 pagunukon (PAJI, radicicol), siki cnenudiyHo OJ0KYIOThH
fioro N-tepmiHambHuii caiiT 3B’s3yBaHHA AT® (Prodromou et al., 1997). Ll
aHTUOIOTUKM  MaloTh pi3Hy XiMmiuHy npupoxay: ['JIA  BiIZHOCHUTBCS 110
OCH30XIHOHOBUX aHCaMilMHIB, ToAl K PAJ] € mpupogHuM MakpOLMKIIYHUM
antudioTrrkoM (Roe et al., 1999).

VY BiloMHX HaM TOMNEPEaHIX poOOTax IHIIMX JOCTIAHUKIB Ii 1HTIOITOpU
BHOCWJINCh B  arapu3oBaHE cepeloBWINE g  BupomryBaHHa.  OpHax
MOBIJJIOMJIIETHCS, 10 HA CBITJII BOHM MBUAKO (y Tepin Bl 100W) BTpayaroTh
aktuBHICTH (Queitsch et al., 2002). BpaxoBytouu 11e, Mu 00poOsiiIn 1HT161TOpOM

HACIHHSA Mepe] BUCAKYBaHHIM Ha CEPEIOBUIIIC.

6.1.1. Bnuius inrioyBannss HSP90 na pict i Mmopdorenes izorenHoi JiHii

A. thaliana 3a HopMaJILHUX YMOB cepeI0BHINa

6.1.1.1. Bnuius inrioysannss HSP90 na pict npopocrtkiB

Jlnst mepeBipku cripomoskHocti HSP90 crabinmizyBaTu pictT 1 GOpMOTBOpPEHHS
MPOPOCTKIB 32 BIUIUBY CTOXaCTUYHUX MPOIECIB IMIPOBEACHO CEPII0 EKCIIEPUMEHTIB 3
BUBUYEHHS (PEHOTUIIYHUX e(]eKTiB 1Hri0OyBaHHS AaKTUBHOCTI IamepoHa 3
BUKOPHCTAaHHAM JiabopatopHoi JiHii 4. thaliana exotuny Col-0 sik 130reHHOT JiHIT
(Queitsch et al., 2002).

CrepuitizoBaHe HACiHHS IMICHIA X0J0/10BO1 cTpaTudikaiii iHkyoysamu 3 0,5 mi
pO3YMHY aHTUOIOTHKAa B MIKpOnpoOipkax y TempsiBl npotsrom 24 roxa. s

BU3HAYCHHS €(PEKTUBHUX KOHIEHTpALlid 3a TaKWX YMOB aHaJi3yBalHM BILIUB
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aHTHOIOTHKIB B IIUPOKOMY fiama3oHi KoHueHtpauiii: ['JIA 3actocoByBanmu B
miamasoni konnentpauiii 107 - 5x10° M, PAJl — B miamazoni 10° - 10° M.
EdextuBHicTh il 1HTIOITOPIB OIIHIOBAIM 32 HACTYIHUMH Kputepismu: 1)
BIJICYTHICTh TaJbMIBHOTO €(EKTy Ha PICT MPOPOCTKIB; 1 2) MaKCUMAJIbHHUK MPOSB
deHoTuniuHOi BapiabenbHOCTI MPOPOCTKIB (TPOCTOPOBOTO PO3TAIIyBaHHSI, (GOPMH 1
po3MipiB opraniB) 0e3 CyTTEBHMX aHOMaliid y po3BUTKY. [lokazaHo, MmO y BCiX
MpOaHaTI30BaHUX KOHIEHTPAIIIX aHTUOIOTUKU HE BIUIMBAJIA HA KUTTE3JATHICTH
HaciHHs (Tabm. 6.1, 6.2). Temnu pocTy mpopocTkiB Bu3Hauaiu Ha 11-12-ty moby
B1JI IOYATKy MPOPOCTAHHS 3a METOJIUKOIO, 110 po3podiieHa s A. thaliana (Boyes
et al., 2001).
Tabnuys 6.1
Bnumus I'/IA Ha npopocTaHHs HaciHHA i peHOTHUIIIYHY BapiadeabHICTh

npopoctkiB A. thaliana (Col-0)

oKasHuK Konnentpanis I'JA, M
0 107 5%107 10 5%107° 107 5%107
CxomxicTh 97,4% 97.4% 96,6% 99,1% 98,2% 98,3% 99,1%
HACI1HHA
;{agnéimg , 6.1% 10,3%* | 17.4%* | 19,8%* | 232%* | 40,8%* | 39,3%*
pop (7/114) | (12/116) | (20/115) | (23/116) | (26/112) | (47/118) | (44/112)
B1IAXWJIICHHSIMHA

[Ipumitka. [lokaznukum B Tabn. 6.1 1 6.2 mpeAcCTaBICHO y MPOIEHTaX 1 aOCONIOTHIM
KIJIBKOCTI TIO BIJTHOIIEHHIO JI0 3arajbHOI KUIBKOCTI HAacCiHHS a0o0 MpOpOCTKiB (y aykkax). Ommc
MOp¢oJIOTIUHUX BiAXuieHb npeacTaBieHo B Jlomatky b. (*) JlocToBipHa pi3HUIS TMOPIBHIHO 3
KOHTPOJIEM.

Tabnuys 6.2
Bruiu PAJI Ha npopocTanHs HaciHHS | peHOTHIIIYHY BapiabebHICTD

npopoctkiB A. thaliana (Col-0)

Konnenrpanis PAJl, M
ITokazuuku
0 107 107 107 10° 10°

Cxoxictn 92,1% 90,4% 95,6% 95,6% 95,7% 97,4%
HACiHHSA
YacTka
IPOPOCTKIB 3 4.8% 7,8% 13,8%%* 16,5%* 19,1%%* 20,7%*
Mopdonoriunumu | (5/105) (8/103) (15/109) (18/109) (21/110) (23/111)
BIIXWJIECHHAMUI

[Tpumitka. JluBucs tabm. 6.1.
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BinMiueHo, 1m0 B KOHTPOJBHOMY BapiaHTi picT BigOyBaBcS JOCUTh
CHHXPOHHO: OUIBIIICTh MPOPOCTKIB MepedyBasio Ha cTafisax pocty 1.03-1.05 (puc.
6.1), HaitOutbIna yacTuHa — Ha cTaAii 1.04 (To6TO MPOPOCTKU MaIl YOTUPH JIMCTKA
po3etku Ounbiie 1 mm). Ilicas o6poOku aHTHOIOTMKOM Yy YAaCTUHHM MPOPOCTKIB
crioctepiranm  3aTpuMKy pocty (cramii 0.5-1.02), y I1HIIUX — HaBMOaKH,
npuckopeHast pocty (cramis 1.06). Ilpu mpomy BapiabGenpHICTH TEMIIIB POCTY
MOCHJIIOBAAcs 31 30UIBIICHHSAM KOHIIGHTpallli aHTHOIOTHKIB, MPO IO CBITYUTH
30uIbIIeHHST po3kuay AaHux. Ilpu 3acrocyBanHi ['JIA MakcuManbHUI PO3KHI
CTaAlil pocTy crocTepiraBcst Npu KoHUeHTpauisax 1 1 5 MxkM, Toal K KOHLEHTpauii
10 1 50 MKkM BUKJIMKaIM TIEBHE TaJIbMyBaHHsS POCTOBOi aKTMBHOCTI (puc. 6.1, A).
O6po6ka PAJI B konuenrpauiax a0 0,1 MmkM npusBoauiia 10 TPUCKOPEHHS POCTY
OUIBIIIOT YACTHHH MPOPOCTKIB. 3a Ounbll BUCOKHX KoHIeHTpalid PAJl y wactuamu
MPOPOCTKIB BIAMIUAJIOCS CIOBUIBHEHHSI PoCTy. MakcuUManbHUN PO3KHJ TEMIIiB

pocty cnocrepiraBes rnpu koHuenTpaii 10 MmxM PAJL (puc. 6.1, B).

A b
1.06 1.06 S —
1.05 T T T 1.05 —|_ T T
i PO | 71
g 1.03 S 103
8 1.02 & 405
T 1.01 = el
g 100 g 1.01
0.7 1.00
05 0.7 —
0.1 0.5 —_
0 0.1
0 01 05 1 5 10 50 0 0,001 0,01 01 1 10
[FOA] MkM [PALO], MkM

Puc. 6.1. Jliarpama ctamiii pocty npopocTtkiB A. thaliana (Col-0) micist 06poOku
Hacinua [JIA (A) 1 PAJ (b) y piaux konuentpamisx (Me [25%, 75%],
MiHIMaJIbHE 1 MaKCUMaJlbHE 3HaueHHs). [l aHamizy BUKOpUCTaHO 12-1000BI

npopoctku micist 00pooku I'JIA ta 11-1060B1 mpopocTku micis 06pooku PA/L.
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Jlnis xapakTepucTuku (EHOTHUITIB BUKOPUCTOBYBAIM 0COOIMBOCTI MOpdoorii
cTe0JI0BOT YaCTHUHU MPOPOCTKIB, K1 Ha 11-12-Ty 100y B HOpMi MarOTh c(hOpMOBaHI1
CIM’SJI0JII Ta TNeEplly Mapy CHPaBXKHIX JUCTKIB. B KOHTpOJbHOMY BaplaHTI
MPOPOCTKU XapaKTEPU3YBAIUCS BIJCYTHICTIO 3HAYHUX MOPYIIEHb PO3BUTKY Ta
c1abkor0 (PeHOTUIIIYHOIO BapiabENbHICTIO B MEXaX HOPMaJIbHOTO (DEHOTUIY BUIY
(puc. 6.2, A). Pazom 3 TUM, MOOAMHOKI MPOPOCTKH MM BIIXUIEHHS B pO3Mipax,
dbopmi abo MPOCTOPOBOMY pO3TAllyBaHHI OpraHiB: HANPHUKIAA, S-TOAI0HI
CIM’SJ10J11, CIM’SIIONI 3 BEPTUKAIBHO PO3TAIIOBAHMMHM IUIACTUHKAMH, CIM’ SO

pi3Hi 3a po3mipom abo 3 uepemkamu pizHoi JoBxkuHH (puc. 6.2, b, B, E).

Puc. 6.2. ®enotunu npopoctkiB A. thaliana (Col-0), saki 3’SBASIOTHCS MiCIsA
00po6ku Hacinas antubiotukamu ['JIA 1 PAJl: (A) vHopmansauit penorumn; (b-M)
dbenotunu 3 Mmopdonoriuanmu 3minamu: (b) S-moni6ui cim’amomi; (B, E) nBi abo
ojJHa emiHacTUyHl ciM’sa10:1; (I') rimoKOTHIIb 1 YEPEIIKH JIMCTKIB aHTOI[IaHOBOTO
koibopy; () Hepo3Buneni suctku; (€) cIM’SI0JIbHI TUIACTUHKU 3 JedexTaMu
kpato; (K) depemiok ciM’a/10111 KOPOTKH, ciM’ 70151 yBIrHyTa; (3) negopmMoBaHi
cim’snoni; (M) 3 ciM’smomi ta 3 muctku neproro nopsaaky; (I, ) nepopmosani
npopoctky; (K, JI) 1 abo 2 Hepo3BuHeHi cim’s11041; (M) npopoCTOK CKIaiaeThes 3

nBOX ciM’smonb. [To3HadenHs: (¢) ciMm’saaoiis, (1) TUCTOK MEepIIoTo MOPSIKY.
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B pe3ynbTaTi 00p0o0OKM HACIHHS aHTHOI0TUKAMH YacTKa (PEHOTHITIB 31 3MIHAMH
Ta CTYIIHb IIUX 3MiH 3pOcTajia 3 POCTOM KOHIIeHTparii (Tadiu. 6.1 1 6.2; JlomaTok
b). 1A 1 PAJ] BUKIMKAIU CXOXKHUM CIEKTP (PEHOTUMIYHHUX 3MIH, SIKI CTOCYBAJIUCS
dbopmu, po3MipiB, B3aEMHOTO PO3TAlTyBaHHS, KOJIBOPY Ta YUCHA CIM SA0Tb 1
JIUCTKIB PO3ETKH; TOBKUHH, OPIE€HTALII] Ta KOJIBOPY TIIMOKOTUIIS;, (OPMH, PO3MIPIB 1
KOJIBOPY BChOT0 NpopocTKy (puc. 6.2, b-M; /lonarok b).

30kpemMa, 3’SBISUTUCh TPOPOCTKM 3 TAaKUMM TOPYIICHHSIMH, SK 3BEIEHI
ciM’ 10011 (KyT Mk uepenikamu MeHie 120°); TucTKoBa IiacTUHKA, PO3TalllOBaHa
abaKciaTbHOIO MOBEPXHEIO JOTOPH; JIOKAJTBbHI MOPYIICHHS MapriHaJbHOTO POCTY
ciM’ 1011 ab0 CHpaBXKHBOTO JIMCTKA, HEHOpPMajbHa KUIBKICTh JHUCTKIB (TpH
CIM’4/10J1 Ta TPU JIMCTKU OJHOTO MIDXKBY3Js, a00 BIJACYTHICTh JIUCTKIB);
nedhopMOBaHi, HEHOPMAIILHUX PO3MIpPIB, AHTOIIAHOBOT'O KOJILOPY OpraHu abo BeCh
MPOPOCTOK. 3a pe3yJibTaTaMu aHaji3y HaWOUIbIl €()EKTUBHUMU ISl 1HT10yBaHHS
HSP90 xonuentpauisimu I'JIA npu o00poOui HaciHHs A. thaliana BUSBUIUCH
KOHIleHTpalii 1-5 MkM, sKi TpU3BOAWIM J10 MAaKCUMAaJIbHOTO PI3HOMAHITTS
(GeHoTUNIB 1 pa3oM 3 TUM HE BUKIUKAIM CYTTEBOTO TallbMyBaHHS pOCTY Ta
3HaYHUX TMopyiieHb Mopdorenesy. s PAJ] MmakcumanbHy KUIBKICTH IPOPOCTKIB
3 MOP(OJIOTTYHUMHU 3MIHAMH CHIOCTEpiranu npu KonmeHTpaii 10 MmxM.

Crmig TakoX BiIMITHUTH, IO B HamIiii poOOTI aHTHOIOTHKaMH OOpPOOIISIOCH
HACIHHS Tepe]] BHCA/KYBaHHSIM Ha CEPEIOBHINE, JJIS YOr0 BUKOPHCTOBYBABCS
Manuii 00’eM po3urHy. BrumB Ha (eHOTUIIYHY BapiaOesbHICTh MPOPOCTKIB MpU
TakoMy cnoco0i oOpoOKku BusABHBCA OnM3bKUM A0 pe3yibrariB Queitsch et al.
(2002), sixi BHOCWJIM aHTHOIOTHUK B CEPEIOBUILIC JIJIsT BUPOITyBaHHs. JlocaiqHukamMu
B1IMI4QJIOCh, IO MOJAbIIE 301IbIIEHHS KOHIICHTpAIlli TPU3BOAWIO A0 3HMKEHHS
KUTTE3TATHOCTI TMPOPOCTKIB Ta 3HAYHUX TMOPYIIEHb PO3BHUTKY, IO TaKOX
y3roJKYEThCSl 3 HAIUMKU JaHuMH. Ha mijcTaBi 1poro 3po0JjeHO BHUCHOBOK, IIO
o0poOka HaciHHS € €(QEeKTUBHOIO 1 JO03BOJISIE CYTTEBO 3MEHIIMTH BUTPATU
KOIITOBHUX aHTUO10THKIB.

TakuM 4YMHOM, CTPYKTYpHO He3anexHi 1Hrioitopu HSP90 Buknukanu

IOCWJICHHSI BaplaOeIbHOCTI MPOPOCTKIB 3a TEMIIAMU POCTY 1 MOSIBY PI3HOMaHITHHUX
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MOP(OJIOTIYHUX BIIXWIEHb, NPUYOMY TakKi 3MIHM IOCHIIOBAJIUCh 3 POCTOM
KOHIIEHTparii  aHTHO10THKIB.  OCKIIBKM  JOCHIDKCHHS  MPOBOAWIOCH 3
BUKOPUCTAHHSAM 130T€HHOI JIiHII, OCOOMHM $KOi BUPOUIYBAJIUCHh 32 OJHAKOBHUX
30BHIIIIHIX YMOB, TO (DEHOTHUIIIYHY BapiaOENbHICTh 32 TAKUX YMOB MO>KHA BBa)KaTH
MPOSIBOM BIUTMBY MIKpPOQIYKTyaIlllii BHYTPIIIHBOTO 1 30BHIIIHLOTO CEPEIOBHUIIIA.
BpaxoByroun yuacte cyOctpatiB HSP90 y pi3HOMaHITHUX peryJisTOpHUX
KIiTHHHUX nporiecax (omaTok b), mocuneHHs: peHoTUIuHOI BapiabeIbHOCTI pU
iarioyBanni  HSP90 mninTBepmxye rimore3y NOpo y4yacTh IUMX LIANEPOHIB Y
HiATpUMaHHI CTaOUTFHOCTI POCTY 1 (POPMOTBOPEHHS 32 JI1i CTOXaCTUYHUX MPOIECIB
(Queitsch et al., 2002; Samakovli et al., 2007).

PazoMm 3 TuM, ciig BIAMITUTH, IO YacTKa 3MIHEHMX (PEHOTHUIIIB y PE3yJIbTaTi
00poOku 1HTI0ITOpaMu CKJIajiaia MEHITy YacTUHY IpopocTKiB. Ha Hamry aymKy, 1ie
MO>XHa TIOSICHITH HACTYIMHUM 4YMHOM. Bimomo, mo Bmict HSP90 y kmituni 3a
HOpMaJNbHUX YMOB BHCOKUH (~1% Bim Bchoro murto3oipHOro Oinka; Lai et al.,
1984). Yucio Woro MOTEHIIHHUX OUIKIB-KIIEHTIB 3a OIIHKAMHU MOXE JIOCSATaTH
20% npoteomy (Zhao et al., 2005; Jarosz, Lindquist, 2010; Taipale et al., 2010). 3
1HIIOTO OOKY, BUKOPUCTAHHS 1HT10ITOPIB Ja€ MOXKIIMBICTD JIMIIE 3HU3UTH CyMapHy
aKTUBHICTh IuX mmanepoHiB y kmituHi (Queitsch et al.,, 2002). Kpim Toro, 11
aHTUOI0TUKM BTPAayarOTh aKTUBHICTH ITiJI BIUIMBOM CBITJIA MPOTArOM KUIbKOX 10
iakyOarrii (Queitsch et al., 2002). 3a TakuM yMOB BU3HA4Y€HHS, SIKI came O1IKU-
KJIIEHTH Ta 3aJ€XKHI1 BIJ HUX MPOLECH MNPU LbOMY CTaHYTh MIIIEHHIO, HOCUTb
IMOBIPHICHUW XapakTep. MOKHa NPUIYCTUTH, MO0 HOCWIECHHS (PEHOTUITIYHOT
BapiabeNbHOCTI MOXE OyTH HACIIJIKOM 3HIDKCHHS aKTHBHOCTI IIAlepoHiB

IPOTATOM MNPOPOCTAHHS HACIHHS 1 MepLIuX /110 POCTY MPOPOCTKIB.

6.1.1.2 Brnuius inrioysannsst HSP90 na pict pociaun

Jns BuBuUeHHA noBrorpuBaivx egdektiB 1HrioyBanHs HSP90 Ha pict 1
pO3BUTOK aHamizyBanu pociuHu A. thaliana (Col-0) micis o0poOKu HacCiHHS
50 MmxkM T'JIA. TlpoBeneHo 4 He3alle)KHUX EKCHEPUMEHTH, Y KOXXKHOMY BapiaHTl

AKUX aHami3yBaiau 1o 14 pociun (puc. 6.3). Ilig yac nepexoay 10 reHEpaTUBHOI
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da3u pO3BUTKY, Ky BH3HAYAIW 3a IMOSBOIO MEPIIOTO KBITKOHOCY BHCOTOIO 1 CM,

peecTpyBaju BiK POCIHH, KIJTBKICTh JUCTKIB Ta JiaMeTp po3eTku (Tadi. 6.3).

Puc. 6.3. Pocaunu A. thaliana (Col-0) y kontpoimi (31iBa, 06e€3 MapKyBaHHS) Ta

niciast o0poOku HaciHHS 50 MkM I'JIA (cnpaBa, yepBOHE MAPKYBaHHS).

Tabnuys 6.3

Bruine 00pooku Hacinasa 50 mxM I'IA Ha picT i po3BuTok pocaun A. thaliana

(Col-0) 3a pe3yabTaTamMu 4O0THPbLOX ekcniepuMeHTiB (M £+ SD)

XapakTepUCTUKHU [TopiBHsSIHHS
mil dYac mepexony Koutpons FIA CepeHix, t-TecT
POCTIHMH JI0 UBITIHHS (p <0,05)
Kinpkict  pocnuH, 56 56

BUKOPHUCTAaHUX ISt

aHam3y

Bik pocnun, 1o6a 309+ 1,4 31,7+ 1,5 p=20,010
KinpkicTh  JHCTKIB 143+1,2 142+1,2 p=20,750
PO3ETKH

Koedirient r=0,688 r=0,354 p = 0,007
kopemsnii  [lipcona

MK BIKOM POCIHUH 1

KUIBKICTIO  JIUCTKIB

PO3ETKH

Jliametp  po3eTkw, 78,8 £ 14,5 78,7 +12,8 p=0,951

MM
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A b
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Bik pocmuH, 106a Al =0,95 Bik pocmin, 106a \al = 0,95

Puc. 6.4. I'padiku po3ciroBaHHS MpH aHai31 KOPEJSALIMHOTO 3B'S3KYy MIXK BIKOM
POCJIMH Mij] Yac Mepexoay J0 LBITIHHS Ta KUIbKICTIO JUCTKIB PO3ETKU B KOHTPOJI

(A) Ta micns 00poOku Hacinus 50 MM I'IA (B).

Pe3ynpraTu aHamsy nokasanu, mo micis o0pooku HaciHHA I'JIA pociaunu He
BIIPI3HSJIMCA BiJ KOHTPOJBHHUX 3a J[1aMETPOM PO3ETKH Ta KIJIBKICTIO JIMCTKIB
po3etku. IIpore aHTHOIOTMK TPHW3BOAWB JO HEBEIUKOi, aje CTaTUCTUIHO
JIOCTOBIPHO1 3aTPUMKH TEPEXOAy MO0 IBITIHHSA, SIKIIO BIH BU3HAYABCS 32 BIKOM
pociuH (puc. 6.3, Tabm. 6.3). Panime 30UIbIIEHHS TPUBAJIOCTI BEre€TaTUBHOIO
nepiogy Oyno mnokazano y djaiHid HSP90-RNA1 A. thaliana 3 reHeTu4HO
peIyKOBaHUM pIiBHEM KOHCTHUTYTUBHHX IuTo30ibHHX HSP90 (Sangster et al.,
2007).

Binomo, mo Bik pocinuH A. thaliana Ha mo4YaTKy LBITIHHS YITKO KOPEIIOE 3
KUIBKICTIO JIUCTKIB pO3eTKH. I[1 oO3Haka MATPUMYETHCS Ha TIEBHOMY piBHI
BIJIMOBIAHO JI0 YMOB cepenoBHila, ToOTO € kaHamizoBaHotro (Hall et al., 2007;
Sangster et al., 2007). Jlns aHamizy 3aJeXHOCTI M BIKOM POCIWH i dYac
nepexoay J0 IBITIHHA Ta KUIBKICTIO JIMCTKIB PO3€TKH MU BUKOPHUCTAIU
napametrpuuHuil kopensuiiauii meton Ilipcona (PebGposa, 2002). BusznaueHus
Koe(ilieHTy KOpesIii mokaszaio, mo o0pobOka HacinHa ['JIA mpusBoamia a0
3HIKEHHSI KOPEJALIMHOro 3B’S3Ky MIK KIJIBKICTIO JIMCTKIB PO3ETKHM 1 4YacoM
nepexoay A0 TEeHEpPaTHUBHOTO PO3BUTKY, MOPIBHSHO 3 KOHTposieM (Tabum. 6.3,

puc. 6.4). TlopiBHsHHS KOe(]ILIEHTIB KOpemslii MiX BaplaHTaMu I0Ka3ajo
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CTaTUCTUYHY 3HAUYYIIICTh pi3HULI. [{e Bka3dye Ha nmociabiaeHHs B3aEMO3B’SI3KY MIXK
MOKa3HWKaMHU, OYEBUJIHO, YEepe3 3HWIKEHHsI CTaOLILHOCTI TeMmiB (QopMyBaHHS

JUCTKIB miciig 00pooku ['JIA.

6.1.2. Brnuius inrioysanuss HSP90 na picr i mopgorese3 mpopocrkis
A. thaliana 3 mosiimopgHoro HaciHHEBOr0 MaTepiaiay

3natnictb HSP90 crabinizyBatu HOpMasibHe (DOPMOTBOPEHHS 3a HASIBHOCTI
FeHEeTUYHUX 3MIH BHUBYQJIM Ha MpOpocTKax A. thaliana 3 BUKOPUCTaHHSIM
NoJIIMOP(HOT0 HACIHHEBOI'O MaTepiaidy Pi3HOIO MOXOKEHHS.

B cepii exkcrnepuMeHTIB BUKOPHUCTOBYBAJIM HACiHHA, 310paHe 3 POCIUH
OPUPOAHUX MOMYJIALIM, SIKE € TeTepOreHHUM 3a AKICTIO BHACHIJIOK BapiaOeinbHHUX
YMOB CEpeJIOBUINA TiJ 4ac ioro ¢opMyBaHHS 1 JO3pIBaHHS, a TaKOXX HU3BKOTO
PIBHsI TeTepO3UTOTHOCTI M ayTKkpocuHry (Abbott, Gomes, 1989; Kuittinen et al.,
1997; Mitchell-Olds, Schmitt, 2006). Kpim TOro, BpaxoByIOYH, IO HACIHHSA
30upany Ha MICBKHX 1 TMPUMICBKUX TEPUTOPISAX, MOXKHA MPOTHO3YBaTH
NIJBULIEHUN pPIBEHb T'€HETHMYHOI'O MOJIMOP(I3MY IiJl BIUIMBOM aHTPONOTE€HHHUX
dakTopiB cepenoBHUIIa.

VY HacTymHi# cepii ekcnepuMeHTIB nojiMopdizM Oyio 1HIYKOBAHO B HACiHHI
€KOTUIIB IITYYHO — HUIAXOM omnpoMiHeHHs Y®-B 1 ramma-paniauii. Sk Bigomo,
pamiamis 1HAYKYE MEPHCTEMOTeHHI Ta MyTareHHi MOpP(QOJIOTiuHI aHOMaii, SKi
MOXYTb MaTH SIK MOP(O3HUH, TaK 1 cnajKoBuil xapakrep. HalOinpm yyTiuBUMU
MillleHsIMU 10H13yto4oi paniamii € JIHK 1 Ouiku, 1mo npu3BOAUTH A0 T€HETHUYHOI
HECTaOUTbHOCTI, BUHHMKHEHHS MyTaIllii Ta TMOPYIICHHS OUIKOBOI CTPYKTYpHU
(Koornneef et al., 1982; I'pom3unckuii, 1989; I'pom3uncekuii Ta iH., 2007; De
Micco et al., 2011). IToka3zano, mo pamiaifis MOXK€ BUKIHWKATH 3MIiHU JUHAMIKH
KOH(pOpMAIIHHUX TEepexXoaiB y MyiabTuaoMeHHuXx OuikiB (I'opoGyeHko u np.,
2006), no sxkux Hanexarb cyOctpatu HSP90. Jlo3u ompomiHeHHs oOupann Ha
OCHOBI HaIIBJICTAILHUX 103 /ISl HACIHHS, MPU I[bOMY OYIKYBajoCs, 10 OUIBIIICTh
HACIHHS 3aIMIIUThCA XUTTe3HaTHUM (I'pom3unckuid, 1989; I'poa3uHchkuii Ta iH.,

2007). BUKOpPUCTOBYIOYM TakWi MIAX1I, MH HIPOTHO3YBAIM J030-3AJIEKHE
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3017IBIIEHHS] TEHETUYHMX 1 CTPYKTYPHHX 3MIH B ekotunax A. thaliana, 1 30kpema, B

OUIKax-KJII€HTax IanepoHa.

6.1.2.1. BruiuB inrioyBannss HSP90 Ha picT nmpopocTkiB 3 HaCiHHS
NPUPOAHUX MOMYJISALIH

JUis aHanizy BUKOPHUCTOBYBaNM HACIHHS A. thaliana, 310paHe 3 IpUPOIHUX
MOMYJISALIA MICBKUX 1 mpuMichbkux Teputopii Kuesa. lle HaciHHsS BusBMIOCS
3HaYHOIO Miporo pi3HosikicHuM: Big 10% po 40% He mpopoctano (tadn. 6.4),
peliTa JaBajia IpOPOCTKU JOCUTH BapiabenbHI 32 TeMIaMu pocCTy 1 (DeHOTHIIaMHU.
Ix posmofin mo cragisx pocTy MOKa3aB HASBHICTh NEBHOI YAaCTKU OCOOMH 3
3aTPUMKOIO pOCTy TMOpiBHSAHO 3 exkoturnoM Col-0, Skl CIyKUB KOHTpPOJIEM
(puc. 6.5). Ananiz ¢eHOTHNIB MOKa3aB, MO0 B MOJIMOPGHOMY MaTepiani 4acTka
IPOPOCTKIB 3 MOPGOJIOTIYHUMH BIAXWUJICHHSMU 3HAYHO TMEPEBUINYyBajia TaKy B
KOHTpoi (Tabi. 6.4). Kpim Toro, 0yJsio BUSIBIEHO NOPYILIEHHS, BIICYTHI B €KOTHUITY:
OpI€HTalll CIM SJIONBHUX IUIACTHHOK a0aKCialbHOIO TOBEPXHEI0 JIOTOpH,
CIM’SJI0JII Ta CIPaBXHI JUCTKH 3 BHPAXKEHUMHU JIOKATBHUMHU MOPYUIEHHSMU
MapriHAJILHOTO POCTY IJIACTUHKH, HEPO3BUHEHI CIM’SJI0JII Ta JUCTKU, KAPIUKOBI
Ta TiraHTchKki mpopoctku Toio (JlomaTtok B).

3anexHIicTh (EeHOTUMNIYHOI BapiabenbHOCTI Bif ¢ynkiionyBanHs HSP90 B
IbOMY €KCIIEpUMEHTI BU3Haudaiau 13 3actocyBaHHsaMm 2 MKM ['JIA. OOpoOxa
aHTUOIOTUKOM HACIHHS MPHU3BOAWIA A0 30UIBIICHHS YacTKH HEMpPOpPOCIOro
HaciHHA (Tabn. 6.4) Ta mocuiaeHHs BapiadeabHOCTI TEMIIIB POCTY MNPOPOCTKIB
(puc. 6.5). Kpim Toro, BicOTOK (eHOTHUIIB 3 MOP(OJOTTYHUMHU 3MiHAMU TIICIIsS
00poOKM aHTUOIOTHMKOM 30UTblIyBaBcd B 2-3  pa3d, 4acTto MOPQOJIOriuHi

BIIXWJICHHS CTaBajIu O1IBIN CKJIQTHUMHK 1 MHOKMHHUMH (Ta0i. 6.4; Jlomatok B).
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Puc. 6.5. Jliarpama cranuiii pocty 12-1000BUX NpOpoCTKiB A. thaliana, BUpPOILIEHUX
3 HACIHHS MPUPOTHUX MOMYJISIINA 1T’ ATH MICIIE3pOCTaHb (Mo3Ha4YeHo nudpamu 1-5)
6e3 00poOku Ta micyst 06podku I'IA (Me [25%, 75%], miHiManbHE 1 MAKCUMAJIbHE

3HaueHHs; n = 120-150). Exorun Col-0 ciry>kuB KOHTpOJIEM.

OTtxe, OUIbIIA BapiaOENbHICTh TEMIIB POCTY MPOPOCTKIB Ta iX ()EHOTHUIIB
NOPIBHAHO 3 KOHTPOJIEM, YCKIQTHEHHH XapakTep MOp(OJIOTIYHUX BiIXUICHB,
1HO/1 3HAYH1 TOPYIICHHS (JOPMOTBOPEHHS, HASIBHICTh HEXKUTTE3AATHOTO HACIHHS —
BCE 1I€, OYEBMJIHO, MOXE OyTH SK NPOSBOM T'€HETHMYHOIO MOJIMOpPi3My, TaK 1
pe3yibTaTOM BIUIMBY yYMOB CepeloBHINA B Tepion (GopMyBaHHS Ta J03piBaHHS
HACIHHS, B TOMY YHCJI1 ITUTO- 1 TeHoTOKcMYHUX (akTopiB (Kranner et al., 2010). Ak
BXKE 3raJyBajioch, pIB€Hb T€HETUYHOTO MOMIMOPQiIZMy B IPUPOIHUX MOIMYJISIIISIX
A. thaliana 3a ominkamu ckiagae O 0,3% (Abbott, Gomes, 1989). 3 iHmoro
00Ky, JOBEAECHO, IO 3POCTAaHHSI POCIMH 3a HECHPUSTIUBUX (PAKTOPIB JAOBKULISA
MPU3BOJUTH JI0 MOCHJICHOI (DEHOTUIIYHOI BapiaOeIbHOCTI TOTOMCTBA (HAIPUKIIA,
3a TOMIPHOTO MiABUIIEHHS TemmepaTypu; Samakovli et al., 2007). Ilpore
TOJIOBHUM DPE3YyJbTAaTOM JIaHOTO EKCIIEPUMEHTY € Te, mo oopobka ['JIA cmpusina

O1JIbIIl 3HAYHOMY MPOSIBY BKa3aHUX TCHJICHIIIM.
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Tabnuys 6.4

B 2 MM I'JIA Ha npopocrtanns Hacinas A. thaliana npupoanux nonyasuiii i penoruniuny BapiadeabHicTh

12-1000BUX MPOPOCTKIB

Jlxepeno HaciHHA Col-0 [Tomynsamis 1 [Tomynsauis 2 [onynsuis 3 [onynsauis 4 [Momynsist 5
?S}X)@a HaciHHA 2 MKM i TJIA ) TJIA i TJIA i TJIA i TJIA i TJIA
CXO0XIiCTh HaCIHHSA 99,2% | 99,3% | 82,8% | 76,4% | 61,1% | 50,1% | 89,9% | 82,7% | 63,7% | 52,9% | 72,0% | 64,3%
(n=120-240)

YacTka IpopoCTKiB 3 5,0% | 14,6%* | 6,7% | 19,7%* | 12,4% | 20,5%* | 7,7% 18,0%* | 7,4% | 20,0%* | 7,9% | 20,6%%*
BIIXUJICHHAMU * (6/120) | (21/143) | (8/120) | (29/147) | (14/113) | (25/122) | (10/130) | (24/133) | (9/121) | (28/140) | (9/114) | (29/141)

[Tpumitka. YacTtka ¢deHOTUIIB 3 MOP(HOIOTIUHUMHU BiIXHICHHSMHU MpPEICTaBICHA Yy MPOIEHTaX 1 aOCOMIOTHIN KITBKOCTI MO BiJHOIIEHHIO IO
3arajbHOI KUTBKOCTI MPOPOCTKiB (y Ayxkax). Omuc MopdooridHux BiaxwieHb npeactabieHo B Jomatky B. (*) JlocToBipHa pi3HUIS MOPIBHSHO 3
BapianToM 6e3 00pooku I'JIA.
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6.1.2.2. BnumB inrioypanna HSP90 na pict mnpopoctkiB micas
onpomMiHeHHs1 HaciHHsA Y D-B
B naHomy ekcrniepuMeHTI i1l OTPUMAaHHS OJIMOP(HOT0 MaTepialy HACIHHS
A. thaliana (Col-0) micns nHabOpskanHs y Bomi mnpu 4°C mpotsirom 2 110
onpomiHioBain Y®-B y nmozax 0,017; 1,7; 4,1 KI[)K/MZ, MICIIE YOTO TOJIOBUHY
KO’KHOTO 3pa3ka iHKyOyBanu 3 5 MxM I'J[A.
3riIHO OTPUMAaHHMX pe3yJabTaTiB, MeHII 103 Y®-B Ha BWXUBaHICTH
HAClHHSA HE BIUIMBAJIM, a HAMOUIbIIA /1032 CHOPUYMHSIIA BTPATy >KUTTE3AATHOCTI
gactuHu HaciHHs. Lleit edexT MakcumanbHOI JO3M MOCHIIIOBABCS MMiJl BIUTMBOM
I'JIA (Tabm. 6.5).

KpiMm TOro, onpomiHEeHHs T€HEepyBajO 3HAYHY T'€TEPOTr€HHICTb HACIHHEBOIO
matepiany. [lo-mepie, 11e BUpa)kajaoch y pO3MIMPEHH] J1alla30HYy TEMITB POCTY
MPOPOCTKIB SIK y OIK CTUMYJISIi, Tak 1 y OIK mpuUrHideHHs pocTy (puc. 6.6). 3
OiABUIICHHAM JI03M  ONPOMIHEHHS TalbMyBaHHS pOCTY IOCHJIIOBAJOCh.
[TpyurHamMy TOCWIICHHSI BapiaOenbHOCTI MPOPOCTKIB 32 POCTOBOIO AKTUBHICTIO
MOTJIM OyTH SIK BIAMIHHOCTI B 1HAUBIlyaJbHIN YyTIMBOCTI OPraHi3MiB, TaK 1 I[UTO-

ta reHoTokcu4HI epektn Y D-B (I'poaszunachkmii Ta iH., 2007; Jarmipaerko, 2005;

Tabnuys 6.5
Bmius I'TA Ha npopocranns Hacinus A. thaliana (Col-0) i penoTunmiuny

BapialeybHicTh 12-1000BMX MPOPOCTKIB MicJIA ONPOMiHeHHs HaciHHs YD-B

Hoza YO-B Kontpoib 0,017 xJlx/m* 1,7 xJlx/m> 4,1 xJlx/m
OO0poOKka HaCiHHS

5 wxM TJIA - I'’T1A - I'’T1A - I'1A - I'1A
CXO0XKICTh HACIHHSA

0 0 0 0 0 0 o 0
(n=110-205) 97,4% | 99,1% | 98,9% | 98,4% | 98,1% | 99,2% | 93,2% | 86,7%

Yacrka npopoctkiB 3 | 4,4% | 17.0%* | 17.6% | 40.0%* | 16.3% | 42.9%* | 17.2% | 30.3%*
BIIXWJICHHSAMU 5/114 | 19/112 | 33/186 | 76/190 | 17/104 | 51/119 | 33/192 | 57/188

[Tpumitka. Yactka ¢deHoTUIIB 3 MOpP(}OTOTIYHUMHU BIAXWICHHSIMU TIPEACTABICHA Y
npoleHTaxX (HaJ PUCKOI0) i abCONIOTHIN KUTBKOCTI MO BIJHONICHHIO IO 3arajibHO1 KUIBKOCTI
mpopocTKiB (Mg puckoro). Onmuc MopdoJoTIUHUX BiAXWICHb mpeactaBieHo B Jlomatky I'. (*)
JlocToBipHa PI3HUII 32 MOKa3HUKOM HOPIBHIHO 3 BapiaHTOM 0e3 00pooku I'JIA.
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Puc. 6.6. Hdiarpama craniii pocty 12-m060Bux mpopoctkiB A. thaliana (Col-0) B
KOHTpoJIi Ta micis onpoMidHeHHs Y®-B y nozax 0,017 KJI)K/M2 (moza 1); 1,7
kJk/M> (mo3a 2) i 4,1 xJlx/M® (mosa 3) i 06pobku A (Me [25%, 75%],

MiHIMaJIbHE 1 MAKCUMaJIbHE 3HaueHHs; n = 112-192).

Kpagen, 2009). Ilo-mpyre, anamniz mMop¢oioriyHux ocoOnauBocTei 12-m060BHX
IPOPOCTKIB TOKa3aB, IO B pe3yJibTaTi OMPOMIHEHHS 3HAYHA YacTHMHA HACIHHSA
HaOyBana cyTTeBuUX Mopdororiyaux 3miH (Tabdm. 6.5; Homatok I'). Cepen
HaWOIIBI YacTHX CJIIJ BIAMITUTH 3MiHY OpI€HTaIlii CiM’SI0JIbHUX IJIACTUHOK Ha
90°-180°, acuMeTpil0 MAPHUX OpPraHiB, KapJIMKOBICTH HpPOpocTKiB. KpiMm TOTO,
3’SBISUTHCH CIM’SIIONBHI Ta TEPBUHHI JHCTKH 3 JIOKAJbHUM MOPYIICHHSIM
MapriHaJIbHOI MEPUCTEMH, IO NPU3BOAWIO 10 3MiHEHOI (OPMH JUCTKOBOI
IUTACTUHKHU. 3ycTplyanucs OCOOMHU 3 TphbOMa CIM SJO0JIAIMH 1 TphOMa JHUCTKAMU
HepLIoro MopsAAKy. MakcumanbHa 1032 ONPOMIHEHHS BHKJIMKaJla B YacCTUHU
IPOPOCTKIB BHHUKHEHHSI CYTTE€BHX TOIIKOMKEHb, TAaKUX SK HEKPO3 TKaHUH,
3Ha4YHy AepOopMaIliio MPOPOCTKA, BIACYTHICTh OKPEMHX OPTaHIB.

O6poOka ompomineHoro HacinHga [ JIA mnpuszBoguia [0 TOCHICHHS

reTepOreHHOCTI MPOPOCTKIB 332 TEMIAMHU POCTY, a TaKOX 3MIILIEHHS LUEHTPaIbHOI
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TEHJEHUIi Ta PO3KUAY JNaHUX y OIK 3aTPUMKH POCTY IOPIBHSHO 3 KOHTPOJEM
(puc. 6.6). Yactka mpopocTKiB 3 MOP(OJOTTYHUMHU BIIXUICHHSMH II1JT BIUTUBOM
aHTUOl0THMKa 30UIbIIyBaiack y 2 1 Ouiblie pasu (tadmn. 6.5; omatok I).
3 ABISUIACS ~ TPOPOCTKM 3  HEHOPMAJBHOK  MPOCTOPOBOIO  OPIEHTAIIIETO,
TraHTCHKUMU JIMCTKAMH, aHTOIIAaHOBUM KOJILOpOM Tomo. Ciif BIAMITUTH, IO Y
BapiaHTI 3 MaKCUMalIbHOIO 1103010 Y®-B 1 00poOKor0 1HTIOITOPOM TPOIEHT
MPOPOCTKIB 3 MOP(OJOTIYHUMHU BIAXUICHHSAMU OyB HUKYUM TIOPIBHSHO 3
MEHITUMHU  JI03aMH  ONPOMIHEHHS, 3HHUKAIM TMPOPOCTKH 3  TOTaJbHUMU
MOPYIICHHSIMH, HECYMICHUMHU 3 TOMAIBIIUM PO3BUTKOM (CHIbHA edopmartis
IPOPOCTKA; HEKPO3 TKaHUH; MPOPOCTKH, IO CKIAAAIMCA JIMIIE 3 CiM SA0Jb), 1
BOJIHOYAC 301IbITyBajacs YacTka HEMPOPOCIOro HaciHHs (Tabu. 6.5).

MoskHa MpUITyCKaTH, 110 TOsIBa IPOPOCTKIB 3 TPhOMA CiM’SIIOISIMHU 1 TPhOMa
JUCTKaMU OJIHOTO TMOPSAKY TICIAS ONPOMIHEHHS IOB’s3aHa 3 PO3LICIUICHHSIM
3a4aTKy CciM 10711 200 3 IHAYKIIEI MOp(horeHe3y yepe3 akKTUBAII0 KIITHH areKkcy
3 O00oky ekcrno3uilii. He mMokHa BHKIIIOYATH W TOTO, IO YTBOPEHHS J0JIaTKOBHUX
OpraHiB MOXe OyTH MPOSIBOM T'€HETUYHUX 3MiH, 1HIyKoBaHUX Y D-B. Takuii epexr
B A. thaliana BYW3HAYanu 1HIII JOCTIHUKA B PE3yJIbTAaTi XIMIYHOTO MYTareHe3y
(Mason et al., 2018). Ilpore BHUHHKHEHHS TaKUX IPOPOCTKIB B HAIIOMY
EKCIEPUMEHTI TPAIUBUIOCS PIAKO, 1[I0 HE Jaj0 MOXJIMBOCTI OI[IHUTU HOTO

3anexHicTh Bia pyHkiionyBanas HSP9O.

6.1.2.3. BnumB inrioypanna HSP90 na pict mnpopoctkiB micas
ONPOMiHEHHSI HACIHHSA Y-paaianicio

JUis oTpuMaHHS MOJIMOP(PHOro Marepialy 3 BUKOPUCTaHHSAM Y-pajiauii
IIPOBEJICHO J[Ba €KCIIEPUMEHTH, B SIKMX OMPOMIHIOBANIM CyXe HaciHHS A. thaliana.
B nepmomy exkcriepuMeHTi HaciHHs ekoTury Ler ompominioBanu y pgosax 0,1;
0,25; 0,5; 0,75 1 1 xI'p, nns iuridysanuss HSP90 BukopuctoByBanu 5 mxM T'JIA.
Hpyruii exciepuMeHT npoBoAmin 3 ekoturnoM Col-0, pamialiito 3aCTOCOBYBaIM B

no3ax 0,1; 0,51 1 k['p, ayist inriOyBanHsa BukopuctoByBasin 10 MxM PA/I.
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OCKIZbKM CTYHiHb T€HETUYHOTO MOMIMOpPQi3My, 1HAYKOBAHOTO 10HI3YIOUOIO
paziaii€ero, IpsaMo 3alexuTh B ctyneHto nomkokenas JJHK (Koornneef et al.,
1982; I'pongzunckuii, 1989), B nepioMy eKCHepuMEHTI HAMH MPOBEIAEHO OIL[IHKY
nimicaocti JIHK 3a momomororo komerHoro anamizy. Llelr meton € edeKTHUBHUM
JUIsl BU3HAYEHHSI TEHOTOKCUYHUX €(EKTIB y HEBEIMKUX 3pa3KaX CyXOro HacCiHHS
(Khan et al., 2002): 100-150 Mr BUSBUIOCH JOCTATHIM U1l BUAUICHHS sSSP IS
anamzy. B xoni kometHoro enekrpodopesy nerpamoana JIHK mirpye Bifg siapa B
HaANpsIMKy aHOAY, YTBOPIOIOYM XBICT creuu@iuHoi gopmu 1 po3mipiB. Sapa 3
HEONPOMIHEHOI0 HaciHHS yTBOproBasin kKopoTki xBoctu JIHK (puc. 6.7, A). B
pe3yJIbTaTi ONMPOMIHEHHSI PO3MIp XBOCTIB 301IbIITyBaBCS 3 103010 pamiarti. Jls
ominku cryneHto (parmenrarii JJHK Bu3zHauanu noBxkuHY Mirpaiiii Ta BiJICOTOK
JHK y xBocti. 30i7bIICHHS JOBXKMHU XBOCTa BHUSBHIIOCS CTAaTUCTUYHO
JIOCTOBIPHUM 3a BCIX 3aCTOCOBaHUX 103 pamiamii. 30uibmends vactku JJHK vy
XBOCTI Oyno npoctoBipHuM mipu no3zax 0,5-1 kI'p (puc. 6.8). Ilpu makcumanbHiii
no3i Bigcorok JIHK y xBocTi gocsras 78%.

[IpopouryBanHss HaciHHS MOKa3ajlo, IO WOro BWKUBAHICTh TPU BCIX
3aCTOCOBAaHMX J103ax pajianii 3anumanack O0nau3bkoro n0 100% (n = 2 x 115
HaciHuH) (puc. 6.7; Tabmu. 6.6). Taki pe3yabTaTH y3rOKYHOTHCS 3 JAHUMHU MO0
BHUCOKOI CTIMKOCTI /10 10HI3yIHOYOi pajiamii HaciHHSI pPOAMHU Brassicaceae

(I'pomsunckuit, 1989; Jan et al., 2012).
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0,1 klp 0,25 kl'p 0,5klp 0,75 kI'p 1 klp

0,1 Kl'p 0,25 kl'p 1klp

Puc. 6.7. Ananiz A. thaliana nicias onpoMiHeHHs HaciHHA Y-pamiaiiero. (A) Tumnosi JIHK-xkomeru 3 onpomMiHEHOTO HACiHHA,
3abapBneHi opomuctuMm etuaieM. (b) 12-1000Bi MpoOpOCTKH, BUPOIIEHI 3 ONPOMIHEHOTO HACiHHS, 0€3 00poOKHu (3BepXy) 1 micis
00poOku I'JIA (BHU3Y).
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Puc. 6.8. 3mian uimicocti JJHK B pe3ynpTaTi onmpomiHEHHS CyXOro HacCiHHS

A. thaliana pi3HUMH 103aMU  Y-pajiaiii 3a JaHUMH KOMETHOTO aHami3y. (A)
Hosxwuna xBocty JIHK-komert; (b) wactka JIHK B xBocTi (M £ SE (6Gokcu) i SD).

(*) cTaTUCTUYHO JOCTOBIpHA PI3HUISI TIO BIJHOIIEHHIO JO HEOMPOMIHEHOTO

Haciafas (U-tect Manna-YitHi, p < 0,005).

Tabnuys 6.6

Bmus I'TA Ha npopocranns Hacinus A. thaliana (Ler) i penoTuniuny

Bapiade/IbHICTh NPOPOCTKIB MicJIA Y-ONPOMiHEHHS

O6pobka YacTka heroTuris 3 MOp(OTOTIYHUMH BIIXUICHHSIMHA
[Toxazuuku HactiA
5 MM 0Ip 0,1x[p | 0,25kIp | 05kIp | 0,75 xIp 1 xI'p
| PIV.N
B 100% 99,6% 100% 99,1% 99,0% 99,6%
CxoxicTh (220/220) | (222/223) | (226/226) | (225/227) | (210/212) | (223/224)
HACIHHS A 100% 100% 99,5% 100% 99,5% 99,1%
(225/225) | (223/223) | (220/221) | (223/223) | (211/212) | (220/222)
Yacrka B 0,9% 3,6% 4,0% 5,3% 14,3% 22,4%
. (2/220) (8/222) (9/226) | (12/225) | (30/210) | (50/223)
MPOPOCTKIB 3
pimxmnenmamu | TIA 3,6% 5,4% 6,8% 11,7% 22,7% 38,2%
(8/225) | (12/223) | (15/220) | (26/223) | (48/211) | (84/220)
Yacrka B 4,5% 12,6% 8,0% 0% 0% 0%
) (10/220) | (28/222) | (18/226) | (0/225) (0/210) (0/223)
TITaHTCHKHUX
IDODOCTIIE TJIA 7,1% 18,8% 13,6% 0% 0% 0%
pop (16/225) | (42/223) | (30/220) | (0/223) (0/211) (0/220)
Yacrka B 0,9% 1,4% 0,4% 4,0% 7,1% 15,7%
(2/220) (3/222) (1/226) (9/225) | (15/210) | (35/223)
KapJIMKOBHX
IDODOCTKLE TJIA 0,4% 0,4% 1,4% 2,2% 6,2% 14,1%
pop (1/225) (1/223) (3/220) (5/223) | (13/211) | (31/220)

[Tpumitka. BiqHOCHI MOKa3HUKHM MPEACTABICHO Yy MPOLEHTAX i aOCOMIOTHINH KUTBKOCTI 11O
BITHOILIEHHIO 0 3arajbHOi KUIBKOCTI HaciHHS abo mpopocTkiB (y ayxkkax). [ns anamizy

(EHOTHITIB  BHKOPHCTOBYBAJIH

12-1000BI1

HPOPOCTKH.

YacTKy KapJiaMKOBUX IPOPOCTKIB

BU3HavYaaM Ha 14-ty 100y pocty. YacTKy MHpOpOCTKIB 3 BIAXWIEHHSAMHM BH3Ha4danu 0e3

BpPaxyBaHHSl TITaHTCHKUX 1 KapJIMKOBUX IPOPOCTKIB.

npencrasiieHo B Jlopatky /1.

Onuc MOpQOIOTIYHUX BIAXUICHB
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BoagHouac onpoMiHEHHSI CyTTEBO BIUIMHYJIO Ha pIcT pociuH (puc. 6.7). Le
MIATBEP/KYETHCSA BHU3HAUYCHHSIM TEMITIB POCTY MPOPOCTKIB (puc. 6.9) 1 macu 21-
n060BuX pociuH (puc. 6.10). Xoua nomxkomxerHss JJHK nacinus micist ekcno3uttii
0,1 x['p O6yno BimHOCHO CcJIaOKUM (IOCTOBIPHUM TUIBKH JJIsl JIOBXKHHU XBOCTa
KOMET), 1151 71032 BUKJIMKala CTUMYJIALII0 POCTY, a TAaKOX MPU3BOAMIIA 10 CYTTEBUX
(deHoTUIIYHNX Bapiamiii MPOPOCTKIB, BKIIIOYAIOYM TITAHTCbKI TMPOPOCTKH Ta
1HyKOBaHUN MOpdoreHe3 (MPOPOCTKU 3 TPhOMA CiM’SIIOJSIMU 1 TPhOMA JIMCTKAMHU
nepuioro mopsiaky) (tabms. 6.6; puc. 6.11; Homatox JI). IleBHa crumymnsiis
BiIMIYaJIach Takox mpu 11031 0,25 k['p. Chif BIAMITUTH, 1110 CTUMYJIIOKOY1 103U Y-
IIPOMEHIB /11 HACIHHS LIbOTO BHUJAY BUABWIMCH 3HAYHO BHILIMMHU, MOPIBHSHO 3
HaciHHAM Oaratbox iHImMX BUIiB (Sheppard, Evenden, 1986; Moussa, 2011; Jan et
al., 2012; Akshatha, Chandrashekar, 2013; Ahuja et al., 2014). 3a 1ymKOI0 aBTOpIB
WX CTaTed, CTUMYJISIS POCTY HPOPOCTKIB MICIS OMPOMIHEHHS HACIHHS MOJXKE
Oyt omnocepeakoBaHa aktupaiiero cuHresy PHK 1 Oinka, eH3uMaTUYHUX
MPOILIECiB, AHTHOKCHIAHTHOI CHUCTEMH Ta MITOTHYHOI aKTHBHOCTI. BpaxoByroumn
MUPOKUd criekTp OunkiB-kiieHTiB HSP90, MokHa mporHo3yBaTH NMEBHHUM BILIMB
HIarnepoHa Ha I MpoIECH.

CytreBe nomkokerHs JIHK nacinns npu go3ax pamiamii Big 0,5 x['p 1 Bue,
HaBMaKW, MPU3BOJUIO JO J030-3aJIEKHOI0 MPUTHIYEHHS pocTy (puc. 6.9; 6.10),
MOSIBU KApJIUKOBUX IMPOPOCTKIB, a TaKOXX IMOCWICHHS YacTOTH 1 CTYNECHIO
Mopdosoriunux 3MiH (puc. 6.11; Tabn. 6.6; Jonarok [[). Ile y3romxkyernces,
HanpuKiIad, 3 pedyabpraramu Tepfer et al. (2012), ski mOBIGOMIISITA TIPO 3aTPUMKY
pocty A. thaliana micis OonpoOMiIHEHHsI HACIHHA 10HI3yOuol0 pamiaiiero. OTxe, B
bOMY E€KCIIEpUMEHTI MOpIr €(HEeKTUBHOTO (PYHKIIOHYBaHHS CHCTEM MPOTEKIIil Ta
penapariii B HaciHHI A. thaliana, oueBUIHO, JeXKUTh M 103amu 0,251 0,5 xI'p.

J1030-3aj1exHi 3MIHM TEMITIB POCTY MPOPOCTKIB 1 MOCUJICHHS BapiaOeIbHOCTI
¢eHoTUIIB CBiAYaTh TPO 3O0UIBIIEHHS CTYNEHIO TE€TEPOreHHOCTI MaTepiaay B

pe3ynbTaTi onpomineHHs. Mopdosoriuni anomatii ¢imM’si10b 1 JIMCTKIB PO3ETKU
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Puc. 6.9. Mliarpama craniii pocty 12-m1060Bux mpopocTkiB A. thaliana (Ler) y
KOHTPOJII Ta TICas y-OnmpoMiHEeHHsI HaciHHA 1 o6pobku ['JIA (Me [25%, 75%],

MiHIMaJIbHE 1 MaKCUMaJIbHE 3HaueHHs; n = 101-115).

MOXXYTbh OyTH pe3yJIbTaTOM JIOKAIBHHUX MOIIKO/HKEHb 3a4aTKiB CiM’ SI0Jb 1 alleKCy
3apOJKy MijJ 4yac ompoMiHeHHs HaciHHSA. KpiM mpsiMOTo MOMIKOMKEHHS KJIITHH,
3MiHa POCTOBOi aKTUBHOCTI Ta MopdoioriyHi adepaiii MOXKyTh OyTH HACHIIKOM
T€HETUYHUX 3MiH, SKI BUHUKAIOTh B PE3yJIbTaTi MOMIJIOK pernaparii 1 akyMyJsiii
nedextaux 611KiB (Koornneef et al., 1982; I'pogsunckuii, 1989; Roy et al., 2006;
De Micco et al.,, 2011; Van Der Vyver et al.,, 2011). Ile omocepenkoBaHo
MITBEPKYETHCS BUCOKOI KOPEJISIIEI0 MK YacCTOTOK aHOMaIbHUX (DEHOTHUITIB 1
crtynedem nomko keHHsa JJHK B HaciHHI 3a koediuieHToM Kopesinii CrnipmeHa:
1, = 0,9275 ns kopensii 3 JOBKHWHOI XBOcTa KoMeTH, 1y = 0,9730 mis kopemnsiii
3 % JAHK B xBocTi (p < 0,05). Buxoasuu 3 Toro, mo pajiaiisi BUKJIUKAE TEHOMHY
HECTAaOUTbHICTh, TOMOTEHHO PO3MOJAUIEHY MO BCIX OpraHax 3apoJIKy HaCiHHS

(Kovalchuk et al., 2000), MokHa anpOKCUMYBaTH TaKW 3MIHU Ha BECh ITPOPOCTOK.
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Puc. 6.10. Brmu I'/]A Ha pict 4. thaliana (Ler) micig y-onpoOMiHEHHS HACiHHS.
(A) 14- 1 21-10060Bi MPOPOCTKH, BUPOIIEH] 3 HACIHHSA, ONpoMiHeHOT0 y 1031 1 KI'p,
6e3 00poOku 1 3 06podkoro 5 MkM I'JIA. (b) 6iomaca 25-tu 21-1060BUX pOCIUH
micist ompoMiHeHHS y pi3Hux no3ax 1 00poOku I'TA (M + SD). Edektu Bcix 103

pamiarii ta I'JIA € cratuctuuno 3Hauymumu rpu p < 0,05 (Two-way ANOVA).

O6po0Oka Haciaas ['JIA micias ompoMiHEHHsI HE BIUIMBaIa Ha HOTO CXOXKICTD,
IpoTe BUKJIMKAjia TMOCHJIECHHS BapiabeNbHOCTI MPOPOCTKIB 3a TEMIAMU POCTY
(puc. 6.9). Inmim epexrom I'’IA Oyno 30imbIIeHHS YnCia 3MIHEHUX (DEHOTHUITIB Y
1,5-2,8 pa3u (tabum. 6.6). [lpn mMakcumanbHIN 7031 pamiallii 4acTka aHOMAaJbHUX
dbenoTumiB micisg oOpodku antubiotukom gocsirana 40%. Ilpore ciia 3a3Ha4YUTH,
mo y BapiadTax 3 mo3amu 0,75 1 1 x['p gacTka Takux GeHOTHITIB OyIia 3aHUKEHOIO
BHACHIJIOK 3aTpUMKU pocTy. llojganpim CHOCTEpeKEHHS BUSBWIM TOTaJbHI
MOP(OJIOriyHI 3MIHM y OUIBIIOCTI MPOPOCTKIB, IO, OYEBUAHO, € PE3YJIHTATOM
CYyTTEBOTO paialliiHOTO TMOIIKO/KEHHS MEpPUCTEMAaTUYHUX KIITHH, TIPOTE
MOBHICTIO MacKyBaJio edektu ['JIA 1 yHEMOXKIIUBIIFOBAJIO aHAJI13.

Kpim TOro, oo6pooka I'JIA OnpoMiHEHOr0 HAaCIHHS BHKJIMKajga IE€BHY
CTUMYJIAIIIO POCTY, IO BIIMIYAJIOCh 32 CTAIIMH POCTY 1 MacoOr MPOPOCTKIB MPHU
BCiX Jno3ax pamiamii (puc. 6.9; 6.10). Tak, mpu no3i 1 kI'p T'JA cnopusiio

30UTbLIEHHIO Macu popocTkiB Ha ~60%. Kpim Toro, mpu go3ax 0,1 10,25 xI'p, sxi
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MaJIi 3arajbHUM CTUMYIIOI0UNA eeKT, peecTpyBasiocs 30uibmeHHs y 1,2-1,5 pasu

KUIBKOCTI TITaHTCHKUX MPOPOCTKIB (TadI1. 6.6).

Puc. 6.11. ®enorunu 12-1060BUX TPOPOCTKIB A. thaliana micns y-ONpOMIHEHHS
cyxoro HaciHHa: (A) ©HopmansHui ¢enorun Ler; (b-M) denotunum 3
Mopdonoriunumu  3miHamu: (b) ciM’sponi  pizHux  posmipiB; (B) depemiok
ciM’sanoni kopotkuit; (I') kyt mix cim’sgonsmu Mexme 90°% ([[) eminactuuHi
cim’simoni; (E) 3 cim’simoni Tta 3 nmucTKM mepmioro mopsiaky; (€) cim’sponbHa
wiactuHka 3 nedexrom kparo; (OK) HeposBuneni cim’sgoini; (3) mepopmoBani
ciM’simoiti, Hepo3BUHEHI JIUCTKH; (M) IpOpOCTOK CKIamaeThest 3 OAHIET CiM’ SO,

[Toznauenns: (c¢) cim’sigods, (1) TMCTOK MepIIoro MopsiaKy.

Y npyromy ekcrnepuMeHTi oOpoOka ompomineHoro HaciHHs Col-0 iHmmM
irioiTopom HSP90 PAJI npuBena o cxoxux 3akoHomipHocteid. PAJ He BruinBaB
Ha XKUTTE3ATHICTh HACIHHS, OJHAK MPU3BOJUB JI0 30UIBIICHHS Jlana3oHy TEMIIiB
POCTY TPOPOCTKIB 1, OJIHOYACHO, MEBHOI CTUMYJISAIT POCTY 1 PO3BHUTKY, Ha IIO
BKa3ylOThb pe3yJIbTaTh BU3HAUYEHHS OIOMAacH 1 YAaCTKU KBITy4YHMX POCIHMH Ha 24-Ty
no0y (puc. 6.12; tabn. 6.7). Bognouac o06pobka PA]J] ompomiHeHOTO HACiHHSA
npu3BoWIa 0 30uUIbmieHHs uucna wmopdosiB B 1,2-1,6 pasu. Tak, 3a
MaKCUMaJIbHOI 103U pajianii yactka 12-1000BUX MPOPOCTKIB 3 MOP(OIOriYyHUMU

3MiHaMH Micias 00poOku aHTHOI0THKOM Jocsirana 60% (tabm. 6.7).
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Tabnuys 6.7
Brmuine PAJl Ha nmpopocTaHHs HAciHHS, picT i po3BuTok pocauH A. thaliana

(Col-0) micss1 y-onmpomMiHeHHS

O6pobxa Jlo3a onpominenns, KI'p
Haciagsa 10 MxM
PAJI 0 0,1 0,5 1

CXO0XKICTh HACIHHA

- 93,3% (140/150) | 89,3% (134/150) | 94,7% (142/150) | 93,3% (140/150)

PAJI 89,3% (134/150) | 90,0% (135/150) | 93,3% (140/150) | 92,6% (139/150)

Yactka 12-1060BHUX MPOPOCTKIB 3 MOP(OIOTTUHUMH BIIXUIICHHAMHU

- 4,3% (6/140) | 19,4% (26/134) | 40,1% (57/142) | 38,7% (55/142)

PAJI 11,9% (16/134) | 31,1% (42/135) | 47,9% (67/140) | 60,4% (84/139)

Maca 20-tu 24-n060Bux pocnut, mr (M + SD), * p < 0,05

- 325+ 18,6 424 13,5 307+ 10,5 267+ 15,5

PALT 350+ 19,5 479 £23,0 * 343 + 16,1 * 302+ 17,4

Kinbkicth 24-1000BUX POCIHH, IO IBITYThH

- 2,2% (3/139) | 9,2% (12/130) | 7,9% (11/139) | 2,9% (4/137)

PAJI 6,8% (9/132) | 33,1% (44/133) | 18,4% (25/136) | 11,2% (15/134)

[Tpumitka. BimTHOCHI TTOKa3HHWKHU MPECTABICHO y MPOIEHTAaX 1 a0COJMIOTHIN KUIBKOCTI IO
BiJTHOIIIEHHIO JI0 3araJIbHOT KIJIbKOCT1 HACIHHS 200 IPOPOCTKIB (y TyKKax).

Ctumynsiis pocTy Ta MPUCKOPEHHS PO3BUTKY B pe3yibTaTi 00pobku ['JIA
MICJS Y-ONMPOMIHEHHSI CyXOro HACIHHS, 32 HAIlUM TPUITYIICHHSIM, MOXYTh OyTH
noB’si3aH1 31 3natHicTio HSP90 perymoBatu excnpecito rediB HSP. Pesynpratn
BUBYCHHS IIbOTO TTUTAHHS MPEJICTABICHO Y PO3ILi 5.

OtpuMaHni pe3yibTaTH JI03BOJISIIOTH PO3TJSIATA MOKJIIMBICTh BUKOPHUCTAHHS
1Hr101Topie HSP90 st cruMysnsinii pocTy micisi ONPOMIHEHHSI HACIHHS, a TaKOX

JUIs BiIOpakyBaHHs Je(PEKTHUX OpraHi3MiB Ta BiI00OPY HOPMaIbHUX (DEHOTHIIIB.
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Puc. 6.12. Jliarpama craniii pocty 12-mo6oBux mnpopoctkiB A. thaliana (Col-0)
micist y-onpomiHeHHs HaciHHS 1 00poOku PAJ] (Me [25%, 75%], miHiManbHE 1

MakcuMajbHe 3HaueHHs; n = 130-140).

6.1.2.4. IlopiBHsinas BnimBYy iHrioyBanusa HSP90 na mnoaimop¢Humii
MarepiaJj pi3HOro MOXO0KeHHS

Ockinbku Tipu BUBYeHHI edekTiB 1HrioyBanns HSP90 y momimopduOomMy
matepiam A. thaliana B pi3HHX €KCIIEPUMEHTaX IHr10ITOPU BUKOPUCTOBYBAIU B
PI3HUX KOHILIEHTpALisX, MPOBEACHO JOAATKOBUM €KCIIEPUMEHT 3 BUKOPUCTAHHSIM
5 MM T'TIA. IIpu upomy Oyiio oOpaHO BapiaHTH, ISl SIKUX MPOTHO3YBAJIOCh, IO
YacTHHA HACIHHS MOK€ OyTH HEXHUTTE3AATHO: 1) HACIHHSA MPUPOIHOI MOMYJISALIT;
2) naciuust Col-0, ompominere Y®-B B n03i 4,1 kJx/m° (Habpsikie Haciums); 3)
HaciHs Col-0, ompominene v-paxmiamiero B 1031 1 kI'p (cyxe HaciHHA).
Jlabopatopna ninist Col-0 ciyskuiia KOHTPOJIEM.

Pe3ynbpTaTi ekCepuMEeHTy MiATBEPIUIA OCHOBHI 3aKOHOMIPHOCTI, OTpUMaHi
3a BILUIMBY 1Hr101TOpiB HSPY90 B momepenHix ekcrepuMEHTax 1 OINKCaHl BHILE.
O6pobka I'JIA, He BmIMBarouM Ha cxoxicTe HaciHHA Col-0, mpu3Bommia a0

30UIBIIIEHHST YACTKU HEMPOPOCIOro nojiMophHOro HaciHHs y 2—3 pasu (puc. 6.13,
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Ta0J1. 6.8). AHTHOIOTHK TaKO MNOCWJIIOBAB JECHUHXPOHI3ALII POCTY HPOPOCTKIB,
npuTamMaHHy —nomiMmopdHOMy — Martepiany. IcToTHa 4YacTka  MIPOPOCTKIB 3
noJIiMOP(HOTO HACIHHS XapaKTepu3yBajdach 3HAYHOIO KUIBKICTIO MOP()OIOTTUHHUX
aHOMaJTiii, TaKWX $K JIOKAJIbHI MOPYIIEHHS POCTY, 3MiHAa (OpMH, PO3MIpIB Ta
KOJILOPY (aHTOLIIaHOBI Ta 0e3xJopodiiabHI) OpraxiB, AedopmMaliisi TPOPOCTKIB Ta
BIAICYTHICTh B HHX OKpeMHX oprasiB. B pesympraTi 00pobkm ['JIA yacTka

aHOMaJIbHUX (DEHOTHTB 301IbITyBaIachk y 2—2,7 pasu (Tabmn. 6.8).

80 80
lses roa F6es roa

70 oA

60

T70¢

60

50 |

50

40}

30

KinskicTe npopocTkie
KinekicTe npopocTkie

20

10

W{H 05 07 100 1.01 1.02 1.03 1.04 1.05 1.06 0.1 05 07 1.00 1.01 1.02 1.03 1.04 1.05 1.06
Cragil pocTy Cragii pocTy
80 80
Flsesrga Flsesroa

70! o 70 lroa
o 60} m 60
2 |
R E
8 50} 8 50
o o
2 2 \
£ 40} g 40 N\
0 \
[ ﬁ A
g 30 2 30 ) '
£ e ey & / y
E A | s f %
£ o - = 20 _"',f \

S
10 < "
s
~ ,
0

\_0 /01 05 07 100 1.01 102 1.03 1.04 1.05 1.06
Cragii poc Cragii poc
pocTy pocTy

Puc. 6.13. Ticrorpama posmoainy cTanid pocty 12-1000BUX MPOPOCTKIB
A. thaliana nicns o6po6ku Hacinas ['JIA Tta 0e3 nHei: A — mabopatopHa HiHIs
exotuny Col-0 (xoHTpons); b — mpopocTkH, BUPOILIEHI 3 HACIHHS MPUPOJIHOT
nonyisuii; B — micns onpomineHHss Y®-B HaOpsiknoro HaciHHs ekotuiy; ' —
Miciis Y-OMPOMIHEHHSI CYXOro HaciHHs ekotumy. OBajoM BHUIIJICHO TiCTOrpamu

KUIBKOCT1 HEMPOPOCIOTO HACIHHSL.
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Tabnuys 6.8
BruiuB 00po0ku Hacinuga I'/IA Ha ¢X0kKICTh HACIHHS TA MOSIBY

MopgoaoriuyHux BigxuiaeHnb y mpopoctkis A. thaliana

Hacinus OnpomiHeHHs INamma-
Col-0 MIPUPOTHOT Y®-B Haciaas OTIPOMIHECHHS
IToxazHuk Oy JISAIIT Col-0 Haciaag Col-0
bes bes bes bes

TTIA 'TA TTIA 'TA TTIA I'’IA TTIA I'IA
Yactka 2,6% | 0.9% | 10.1% | 17.3% | 7.3% | 12.9% | 0.8% | 3.2%
HETPOPOCIIOTro 3/116 | 1/115 | 13/129 | 23/133 | 14/192 | 24/186 | 1/120 | 4/124

HACiHHS * *

Yactka npopoctkiB 3 | 4.5% | 12.3% | 8.6% | 22.7% | 18.5% | 35.2% | 21.8% | 39.1%
MOpP(OJIOTIYHUMHU 5/111 | 14/114 | 10/116 | 25/110 | 33/178 | 57/162 | 26/119 | 47/120
BiJIXUJICHHSAMU * * * *

YacTka npopoctkiB3i | 0% | 0% | 34% | 0% | 56% | 1.2% | 42% | 1.6 %
3HAYHUMU 0/111 | 0/114 | 4/116 | 0/110 | 10/178 | 2/162 | 5/119 | 2/120
NOPYILICHHSMH,
HECYMICHUMH 3
TIOTAJTBIITHM
PO3BUTKOM

[Tpumitka. Yactku mpenctaBieHo y BigHocHUX (%) 1 aOcomoTHUX BenuuuHax. (*)
CTaTUCTUYHO JIOCTOBiIpHA pI3HHIS MDK BapiaHtamMu 0e3 o0poOku Ta 3 00poOkoro ['JIA

(p < 0,05).

Boanouac Ha (oHi 3aranpbHOro mMOCWICHHsS (DEHOTHIIYHOI BapiaOeabHOCTI
BIIMIYEHO 3MEHILIEHHA KUIBKOCTI MPOPOCTKIB 31 3HAYHUMHU MOPYUICHHSIMU
(ToTanpHa nedopmariisi MPOPOCTKY, BIJACYTHICTb OCHOBHX OpPTaHIB, HEKPOTHYHI
IUISIMU), SIKI, OYEBUAHO, € HECYMICHUMHU 3 HOPMAJIbHUM MOJAIBUIUM POCTOM
opranizMy. Taki gaHi MOXKYyTh BKa3zyBaTtu Ha HeoOXiaHicTe HSP90 mist miarpumku
BITAIBHOCTI KIITHH 3a HASBHOCTI CEPHO3HUX IIOIIKOKEHb, SKI 3arpOoXKyHOTh
HOpPMaJIbHOMY pO3BUTKY opradizmy. Ile ™oske BimOyBatucsi SK IUIIXOM
npuxoBaHHs manepoHoMm reHeTuunux 3miH (Rutherford, Lindquist, 1998), Tak 1
yepe3 WOro y4acTh y 3aXMCTI KJIITHH BiJI MPOTEOTOKCUYHUX edekTiB. Buxoasuu 3
IbOTO, MOKHAa NPONOHYBaTH BUKOpUCTaHHs  1HriOitopiB  HSP90  nmns
BiIOpaKyBaHHs Je()EKTHUX OPTraHi3MiB MICTs A1l TeHOTOKCUYHUX (PaKTOPiB.

OTXe, B3HIKEHHS BI)KMBAHOCTI TETEPOr€HHOrO 3a SKICTIO, TEHETHYHO
noJiMOP(HOTO HACIHHS Ta MOCWICHHS BapiaOeNbHOCTI TEMIIIB POCTy 1 MOPQOIIOTii

NPOPOCTKIB A. thaliana tipy 3HWKEHHI (PYHKIIOHATHHOI aKTHUBHOCTI IIANEPOHIB
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HSP90 Moxe cBIIUUTH PO y4acTh OUIKIB LI€1 POJAMHM Y MIATPUMAHHI TOMEOCTa3y

Ta cTadinizaiii pocTy 1 MopdoreHesy pociuH.

6.2. Poab okpemux HSP90 i HSP70 y pocTi Ta po3BUTKY pPOCJIHUH

Jns ananizy pomi okpemux HSP90 1 HSP70 y dopmyBanni dhenotumy Hamu
BUKOpUCTAaHO A. thaliana nuxoro tumy (Col-0) Ta cTBOpeHI Ha HOro OCHOBI
1HCEPIIITHI HOKAYT-MyTaHTH 3a LUTO30JIbHUMH YJI€HAMU POAMH: 1HAYLUUOEIbHUMUI
AtHSP90-1 1 AtHSP70-5 (migpoauna DnaK) 1 xoncturytuBHumMu AtHSP90-4 1
AtHSP70-14 (miuppoauna HSPI110/SSE) (tabun. 3.4, puc.4.16). s aHamizy
(eHOTHUIIB BUKOPUCTOBYBAJIUCH POCINHU, romo3urotHi 3a T-/IHK-BcTaBkoro.

deHOMHMI aHalli3 MYTAHTIB MPOBOAMIN Y TPhOX CEPISX €KCIIEPUMEHTIB:
e  (denoMHUIf aHAT3 POPOCTKIB;

o  (deHoMHUII aHATI3 POCIIKH MPOTSITOM OHTOT'€HE3Y;
e  AHai3 IUIACTUYHUX PEAKIIIN MPOPOCTKIB.

BigmiTumo, 1o aHami3 CTIHKOCTI MIPOPOCTKIB IHMX MYTAHTHUX JIHIN
MPEJCTABJICHO B 1. 4.2.

JUis anani3zy (EHOTHUIIB MPOPOCTKIB iX BUPOILYBaJd B CTEPUIIbHINA KYJbTYypl
Ha arapu3oBaHOMYy cepefoBuilil. [l aHaiizy HOpOTIrOM OHTOI€HE3y pPOCIMHU

BUPOILYBaJHU B IPYHTI.

6.2.1. Poab oxkpemux HSP90 i HSP70 y pocri Ta Mopgorenesi npopocTkis
A. thaliana

[TopymenHs: ekcnpecii 0JHOTO 3 YOTHPHOX I'eHiB HSP, M0 JOCiKyBaIuCh,
Ha JKUTTE3JATHICTh HACIHHS KapJWHAIbHO HE BIUMBaNo. Pazom 3 TuMm, y JiHIA
Athsp90-1, Athsp70-5 1 Athsp70-14 Biamidanu JOCTOBIPHE 3HMXKEHHSI CXOXKOCTI
HACIHHS, TOPIBHSHO 3 JMKHAM THUIOM, 1 Yy JiHIT Athsp90-4 — TEeHACHIO 10
3HKEeHHsT (puc. 6.15). Pazom 3 TuM, 1Ll MOKa3HUK 3HAYHO BapilOBaB MIXK
HaIaJKaMU PI3HUX OCOOMH BCEpeIWHI KOXKHOI MYTaHTHOI JiHii (puc. 6.15, Tabn.

6.9). Cxoxi pesynbratu onepxkano Samakovli et al. (2007) mms T-JAHK-minii
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Puc. 6.15. Cxoxicts Haciuusi A. thaliana nuxoro tumy (WT, Col-0) 1 HOKayT-
MyTaHTIB Athsp90-1, Athsp90-4, Athsp70-5, Athsp70-14 (cepenHi 3Ha4eHHsS Ta X
CTaHAAPTHI BIJXWIEHHS 31 BCIX €KCIIEPUMEHTIB 3 MyTaHTaMd B arapu3oBaHIi
KyJabTypl). (*) CTaTUCTUYHO JOCTOBIpHA PI3HUIST MIDK JUKAM THUIIOM Ta

MO3HAYCHOI MYTaHTHOIO JiiHiero (f-TecT Ct’roaenTa, p < 0,05).

Tabnuys 6.9
YacTtka npopocTkiB 3 MOPGOJIOTriYHMMHE BixXujeHHAMH y AuKoro tumy (WT,

Col-0) i HokayT-myTanTiB A. thaliana

[TokazHuk WT Athsp90-1 Athsp90-4 Athsp70-5 | Athsp70-14

Hactka npopocTkin 8,4% 27,0% * 14,9% * 15,8% * 21,4% *

3 MOpGosorigHIME | (11/]3]) (65/240) (44/295) (38/240) (64/299)
B1IAXHWJIICHHSIMHA

[MpumiTka. YacTku npeacTaBiieHo y BigHOCHUX (%) 1 aOCOMIOTHUX (Y JTy’KKax) BETMYNHAX.
YacTku mpopocTKiB 3 MOP(OJIOTIYHUMH BIAXWUICHHSIMH PO3pPaxOBYBaJId Ha 3arajbHy KiJTbKICTh
MPOPOCTKIB Y BapiaHTI 3 TPHOX EKCICPUMEHTIB. BimxwmieHHs BuzHadamu y 10-7000BHX
MPOPOCTKiB; onuc npeactasieHo B Jlomatky E. (*) locToBipHa pi3HHIIS MK MYyTaHTOM 1 TUKUM
THUTIOM.

A. thaliana 3 nopymenasm ekcrpecii nurozonbHUX HSP90: B Athsp90-1 dactka
HEMpopoCJIoro HaciHHA Oyna MakcuManbHOlO (~40%), y MyTaHTIB 1O
KOHCTHUTYTUBHUX TeHax — Ot 15%. Ilpuumboro Tomy Moke OyTH 3HauHE
MOPYIICHHS] eMOPIOTeHEe3y y OKPEMHUX HACiHUH. AHaJi3 3apOJKiB HEMPOPOCIIOro

HAClHHA HOKayT-MyTaHTiB HSP9(0 BuSBUB 3HayHl MOpYLIEHHS MopdoIorii,
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30KpeMa, Takl aleparlli, SIK J€30praHi30BaHUN pICT 1 PO3PUBU LEHTPAIBHOI
YACTHUHHU KOPEHS, MOsiBa APYroro 3apoJKOBOrO KOPEHS, MOPYIIEHHS CTPYKTYpHU
CIM’J10JIb 1 OpraHizaiii HOPOBIAHMX Iy4YKiB, JBAa 3pPOCIHMX 3aPOJAKU 3 OIHIEIO
cim’simonero. Kpim toro, minis Athsp90-1 xapakrepusyBaiacs paHHBOT 3arHOEIITI0
YaCTUHU TMPOPOCTKIB 1 MEBHOK 3aTPUMKOIO POCTY 1 po3BHUTKY (Samakovli et al.,
2007). BpaxoByrwoun aktuBHY ekcrapecito HSP90, ocobmuBo AtHSPY0-1, nin yac
dbopmyBaHHs 3apojika Ta go3piBaHHsA HaciHHg (Prasinos et al., 2005), moxHa
IPUITYCKaTH KWOro HEOOXIAHICTh JIsl HOpMaJIbHOrO eMOpioreHe3y. Te came MOXHa
OuIKyBaTH 1 1151 Athsp70-5 1 Athsp70-14, ockinbku ix MPHK Takox micTtuthcs y
CyXOoMy HaciHHI B 3HauHIi KimbkocTi  (Arabidopsis eFP  browser,

http://bar.utoronto.ca).

BusnaueHHsT poCTOBOi aKTUBHOCTI MPOPOCTKIB 3a TeMIaMu pocCTy (cTamii
pocty 3a meroamkoro Boyes et al., 2001) Ta Macorw mnokazago 30epeKeHHS
HEHTpanbHOI TeHaeHli B Athsp90-1, Athsp90-4 1 Athsp70-14, ta ii 10CTOBIpHE
3HIWKEeHHST B Athsp70-5 (puc. 6.16). Bognouac y Bcix MyTaHTIB 3a obOoMa
MOKa3HWKaMHU BiAMIYaJIM 30UIbIIEHHS Jlana3oHy po3kuay nanux. [{le o0ymoBiieHO
MOSIBOIO SIK BEJIMKHX 3a PO3MipamMu Ta Macol MPOPOCTKIB, TaK 1 MPOPOCTKIB 31
3HAYHUM B1JICTaBaHHSIM 332 POCTOBOIO AKTUBHICTIO.

Jiss MopdonoriyHOro aHaiizy BHKOPUCTOBYBalM CcTeOMOBYy udacTtuHy 10-
n000BUX TPOPOCTKiB. B HOpMi mpopocTku A. thaliana 1pOTO BIKYy MalOTh
PO3BHMHEHI CIM’SI10J1 Ta Mepuly napy CHpaBkHIX JHUCTKIB. Lle BusBMiOoca OuLIbII
3pYYHOIO  MOJIEJUTIO, TOPIBHAHO 3  12-m000BHMH  TPOPOCTKAMH,  SIKI
BUKOPUCTOBYBAIMChL HaMH JUisi (EHOMHOIrO aHaiily B EKCIIEpUMEHTax 3
iurioyBanasmM HSP90 (quB. m. 6.1) 1 Manu B HOpMI JIB1 Hapy CIIPaBXKHIX JUCTKIB Ta,
BIJIMOBI1AHO, OLIbIIE MOXJIMBOCTEH JJIs Bapiamiidi (DEeHOTHIIB, IO YCKJIaIHIOBAIO
anani3. KpiM Toro, B JaHOMy €KCIIEPUMEHT] MU BUPIIIKIU 3aJUIIUTH 11032 YBAro
0COOJIMBOCTI MPOCTOPOBOrO PO3TAIYBaHHS OPraHIB 1 PEECTPYBATH JIMILIE 3MIHU
cTeOJIOBOT CHUCTEMH, SIKI BEAYTh N0 acHUMETpii MapHMX O3HaK abo 10 3HAYHHX

MopdosioriyHUX TNopyiieHb. [Ipy 11bOMy MU BHUXOAWIM 3 TOTO, 110 MOCHJICHHS
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acCUMETpil MapHUX OpraHiB abo0 OiaTepaIbHUX O3HAK PO3TISIAETHCS SIK TTOKA3HHUK

necrabinizaiii poctoBux nporueciB (Milton et al., 2003).
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Puc. 6.16. Crazii pocty (A) 1 maca (b) 10-1060Bux npopoctkiB 4. thaliana nukoro
tunty (WT, Col-0) 1 HokayT-myTaHTiB Athsp90-1, Athsp90-4, Athsp70-5, Athsp70-
14 (Me [25%, 75%], miHiManabHe 1 MakcMMajbHE 3Ha4yeHH:). (*) cTaTUCTUYHO

JIOCTOBIPHA PI3HUILISI MK JUKUM TUIIOM Ta MyTaHTHOIO JiHi€et (-tecT CT’10/IeHTa,

p <0,05).

AHai3 TpopoCTKiB MOKa3aB, 10 OUTBIIICTH OCOOUH MyTaHTHUX JIiHINA popmye
CTaHAapTHUN (QeHoTUn Aukoro TUmy. Pazom 3 TUM, MeBHa YacTUHA MPOPOCTKIB
Majga MOpPQOJIOriyHI 3MIHM BiJ MOMIPHMX JO 3HAYHUX, a came: JOKaJbHI
MOPYIICHHS MapTiHAJIBHOTO POCTY JUCTKOBUX IUIACTHHOK; AedopMallii OKpeMHx
opraniB ab0 BChOTO NPOPOCTKA; HEPO3BUHEHI OpPraHd; JOAATKOBI opraHu (3
cIM 710711, 3 MUCTKU mepiioro nopsiaky) (puc. 6.17; lonarok E). ¥V nuxoro tumy
MOPGOIOTIYHI BIIXUICHHS BUSBIISUIUCS Y HEBEIIMKOI KIJILKOCTI MMPOPOCTKIB (8,4%)
1 37e01IBIIIOT0 CTOCYBAJIMCS acUMETpli mapHux o3Hak (Tadus. 6.9; Ilomatok E). ¥V
MYTaHTIB 9acTKa HEHOPMaJbHUX (DEHOTHIIB BHUSBWIACA y 2-3 pa3u OUIBIIOIO 3a
nukui Tat. [Ipy boMy crocTepiraaoch K 301IbIISHHS PI3HOMAHITTS Ta KUTBKOCTI
IposBIB acUMETpli, Tak 1 mosBa (EHOTUNIB 31 3HAYHUMH alepalisiMd — BiJ
nedopmariii abo BIACYTHOCTI OKpEMHX OpraHiB JO YTBOPEHHsS 3aliBUX OpraHiB.

MakcumanbHy KUIbKICTh TaKuX (DEHOTHUIIB Moka3zana JiHist Athsp90-1 (27,0%).
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Cnin TakoX BIIMITUTH, IO MYTaHTHI JiiHII PI3HWIHCH MDK €000 3a
HasBHICTIO a00 wyacTtoTor oOkpemMux (eHoruniB. Hampuxnan, nedexru kparo
CIM’SJIOJIbHUX IUIACTUHOK 4YacTime BUSBIsUIMCT Yy Athsp90-1, BiICYTHICTh
ciM’s07b — 'y 000X MyTaHTiB hsp90, ciM’samonl pi3HUX pO3MIpIB — y 000X
MyTaHTiB Asp70. TlomiOHy creuudiyHIiCTh A0 3MiHEHUX (PEHOTHUIIIB y HOKayT-
MYTaHTIB 3a okpeMuMHu 1uto3oabHuMu HSP90 panime Binmivanu Samakovli et al.

(2007).
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Puc. 6.17. Ilpuknagu peHotunis 3 MOphOIOTIYHUMH BiIXUIEHHAMH y 10-10060BUX
IPOPOCTKIB HOKAYT-MYyTaHTIB Asp: (A) HopManbHu# npopocTok; (b, €) ciM’amomi 3
nedexrom kparo; (B) uepemku cim’smoab pizHoi goxunu; (I, 1) nedopmoBanumii
npopoctok; (E) ciM’samoapHa mmacTuHKa 3 Jipkoro; (€) ogHa ciM’ 101 BIICYTHS,
3aTpuMKa pocty; (K) KapiuKOBHI MNPOPOCTOK aHTOLIAHOBOTO KOJbopy; (3)
KapiaukoBui mpopoctok; (M) 3 cim’simoni ta 3 muctku nepmoro nopsanky; (I) 3
ciM’sioiil, B ABoX uepewiku 3pociaucs; (K) 1 crpaBxkHii JUCT NMEpHIOro NOpsSIKY
BijcyTHIN; (JI) mpopocTok ckiamaerbess 3 ABOX CiM’simonb; (M) mpopocTok
CKJIajiaeThbes 3 ofHi€el ciM’aoi. [Tosnauenns: (¢) cim’sions, (1) JIMCTOK mepiioro

HOPSIAKY .
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Takum unHOM, pe3ynbTaTH aHaANI3y MPOPOCTKIB MOKA3add MOABY (DEHOTHIIIB,
BIJIMIHHUX BIJl CTaHAAPTHOTO (PEHOTHUITY, MPH MOPYIICHHI €KCIpecii sIK OKPEMUX
HSP90, Tak 1 okpemux HSP70, ik 3a KOHCTUTYTUBHUMH WICHAMH POJIMH, TaK 1 3a
iaynmuoensaumu.  DopmyBaHHS TNOAIOHUX  (DEHOTUNIYHUX TOPYIICHH MU
CIIOCTEpITaIM TaKOXX IPU 3HIKEHHI aKTUBHOCTI KiiTHHHOro myny HSP90 B
pe3ynbTati 00poOKkM iHTIOITOpamMu, w0 omucaHo y 1. 6.1.1 (mmB. Takox
HNonarok b). Taki cnoctepexxeHHs 30iraloThCsS 3 JaHUMH JITEpaTypH, e
NOBIJOMJIAETbCS  MPO  TMOSBY AHOMAIbHUX  (DEHOTUIIB MPU  3HUKEHHI
kipkocTi / aktuBHOCTI  HSP90. Tak, mpopocTkm 3 TpboMmMa CiM A10JAMU
BUSIBJISLTUCS Y HOKAyT-MyTaHTIB Athsp90-1 1 Athsp90-4 (Samakovli et al., 2007).
[IpopocTku 13 3MIHEHOK KIIBKICTIO JIMCTKIB OJHOTO MOPSAKY (BIACYTHICTH OJTHOTO
Y4 JBOX JIMCTKIB, a00 yTBOPEHHS JOJATKOBOIO JIHMCTKAa), IPOPOCTKU
aHTOI[IAaHOBOT'O KOJIbOPY, Jedopmariis JHCTKIB, BUpPaKEHA aCHUMETPIsl IMapHUX
OpraHiB, CHOBUIBHEHHS POCTY CIOCTEpIralocs MPH 3HUKEHHI 3arajbHOro PIBHIO
ruro3oiapHuX HSP90 3a nomomororo inridiTopie Ta RNAi (Queitsch et al., 2002;
Sangster et al., 2007). Ilpore mnosiBa momiOHUX (EHOTUIIB MNPU MOPYIICHHI
excnpecii okpemux HSP7() nmokazaHa HaMH BIIEpIIIC.

Cnig 3BepHYTHM yBary TakoXX Ha Te, 110 y MyTaHTa 3a I1HAYIHOETbHUM
AtHSP90-1 yactka anomanbHux (heHOTHMIB Oyjia HaWOLIBIIOI0, IO 30ira€Thes 3
pe3yibTaTaMu  JIOCHIDKEHHS HOKayT-MyTaHTIB 3a 1urto3onbHUMH  HSP90
Samakovli et al. (2007). Takox ciiag BIAMITUTH, 1O MOsABa MOP()OIOTIYHUX
NopyIieHb y MyTaHTa Athsp70-5 BimOyBamacs Ha (DOHI TIEBHOTO BiJACTaBaHHS Y
temnax pocty. Ockinbku AtHSP90-1 1 AtHSP70-5 akKTUBHO TPaHCKPHOYIOThCS

HaAIPUKIHII eMOploreHe3y Ta MNpOTAroM Jo3piBaHHS HaciHHA (Arabidopsis eFP

browser http://bar.utoronto.ca), MokHa TpUMycTUTH, IO BignmoBigHi HSP
BIIIrpalOTh BXKJIMBY POJIb Y CTaOLII3aIlli MPOIECiB eMOPIOreHe3y, 10 € OCHOBOIO
HOPMAJILHOTO (POPMOTBOPEHHSI NMIOHAWMEHINI Yy PaHHROMY PO3BUTKY POCIHHHU.
30kpema, MiATBEP/HKEHHSIM TaKOMY MPHUIYIIEHHIO MOXKE OyTH 4acTe€ BUHUKHEHHS
Takux adepaliii, K ciM’ 701 3 1ePEeKTOM MapriHaJIBLHOTO POCTY IJIACTUHOK a0o

BIJICYTHICTh CIM AJ10J1b B JiHII Athsp90-1, BpaxOBylOUd Te€, IO 3aKJIaJKa LBOTO
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oprany BinOyBaeTbcsi B emOpioreHesl. lle TakoX y3romxyerbcsi 3 BEIHUKOIO
KUIBKICTIO abepalliii y Hempopociaoro HaciHHA i€l niHii Athsp90-1, mo onucaHo
Samakovli et al. (2007). He moxxHa TakoX BUKIIOYATH crenu(iyHUN BIUIKB
AtHSP90-1 1 AtHSP70-5 na ¢bopMOTBOpUl MPOIECH MPU MPOPOCTAHHI MiJ Yac
riapomizy npedopmoBanux B HaciHHi HSP ta ix MPHK.

CrocoBHo AtHSP90-4 1 AtHSP70-14 Binomo, mo ix MPHK wmictutecs y
CyXOMY HACIHHI B MOMIPHIN KUIBKOCTI, 30UIBIITY€ETHCS TPOTATOM MPOPOCTAHHS Ta
TPaHCKPUOY€EThCA HAa BUCOKOMY PIBHI B IIE€PioJl akTUBHOTO pocTty (Arabidopsis eFP

browser http://bar.utoronto.ca). Buxoasuum 3 1bOro, OTpUMaHI HaMHU JaHi

JTIO3BOJIAIOTh TPHUITYCTUTH, IO (YHKIIOHYBaHHS KOHCTUTYTUBHUX AtHSP90-4 1
AtHSP70-14 moxe MEBHOIO MIpPOIO BIUIMBAaTH Ha TMPOIECH €eMOpioreHesy Ta
HaOyBaTH OUTBIIIOTO 3HAYEHHS HA PaHHIX €Tanax poCTy MPOPOCTKIB.

AHaJi3 MoayabHOI mpupoau mMopdo3iB y HokayT-myTaHTiB hsp. Ilossa
AaHOMAJIbHUX (PEHOTHUIMIB Yy HOKAayT-MyTaHTIB 3a reHamu HSP90 1 HSP70
PO3IIIAIA€THCA HAMH SIK PE3yJIbTaT 3001B y CUTHAJIBHUX 1 PETYJISTOPHUX MUIAXAX,
mo 3anexars Bia BianoBigHux HSP. Mopdonoriuni 3minu B 10-1000BHX
MPOPOCTKIB MOXXYTh BHWHUKATH BHACIHIJIOK TOPYIIEHb KIITHHHOTO POCTY SIK B
nepiog eMOpioreHesy (3akjagka CIM SJI0Jb), TaK 1 MiJg Yac PaHHbOIO POCTY
IPOPOCTKIB (PO3BUTOK CiM 707, (OPMYyBaHHS CTEOJIOBOTO ameKkcy Ta picT
nepmoi mapu JucTKiB poszerku) (Weigel, Glazebrook, 2002). Bognouac
3aJTUIIAETHCS HEBIJIOMUM, HACKIJIBKHA TaKi MOPYIICHHS € CUCTEMHUMHU Ta MOXKYTh
BIUTMBATH Ha mojaibiie (GopmMoTBopeHHs. sl BUPIMICHHS I[HbOTO MUTAHHS MU
BIJICTEXKYBaJIM PiCT abepaHTHUX (PeHOTHMIB, 110 Maju: 1) 3aiiBy KUIBKICTh OpPTraHiB
(ciM’s1 10011, JIMCTKM); 2) BIACYTHICTH Ooprany(-iB); 3) opranu 31 3MiHEeHUMH (HOPMOIO
a00 KOJIBbOpPOM. AHaNi3 31HCHIOBAIM, BUXOMSAYN 3 KOHIICTIIT MOTYJIbHOI OYyJ0BU
pocnuaHOTO opranizmy (Harper, 1977, 1980; Mapdenusn, 1999, 2008) 1 MoayibHOT
kouremnii ¢enoruniynoi maactuaHocTi (de Kroon et al., 2005). Moaymem B
npopocTkax A. thaliana BBaxXanyu MIXKBY3JISI 3 aCOI[IHOBAHOIO MAPOIO CIM’ STOJIBHIX
abo copaBkHIX JUCTKIB. ['0JI0OBHUM KpuTepieM Oys0 MOBTOPEHHS XapakTepy 3MiH

B HACTYIIHUX MOIYJIAX.
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Puc. 6.18. IIpopocTku HOKayT-MyTaHTIB Asp 3 MOP(HOJIOTITYHUMH BIIXUJICHHSIMHU Ha
9-ty o0y (3Bepxy) 1 11-ty noOy (BHU3Y): (A) 3 ciM’s10i, 3 JIUCTKU MEPLIOTO
NOPANIKY Ta 3 TUCTKU Apyroro nopsaxy (Athsp90-1); (b) 3 cim’smomi, B ABOX 3 HUX
yepemku 3pociucsa (Athsp70-14); (B) nedopmoBani ciM’sio0ii Ta mepiia Inapa
CIIpaBXKHIX JUCTKIB (Athsp70-14); (I') ciM’a1011 Ta TIMOKOTWIb AHTOIL[IAHOBOI'O
Kobopy (Athsp70-5); (1) TpopOCTOK CKIANAETHCA 3 IBOX CiM sinonb (Athsp90-1).
[loznauennsi: (c) ciM’samonsi, (1) chnpaBxHIil JUCTOK MepHIOTO MOPSAKY; (2)

CIPaBXHIH JIUCTOK JPYroro NopsiaKy.

[IpopocTku 3 TphbOoMa CIM’SIOJISIMU BUSABJUIMCS Hamul 'y JiHIA Athsp90-1,
Athsp70-5 1 Athsp70-14 (puc. 6.18, A, b; 6.19, A). Samakovli et al. (2007)
peecTpyBaiu Taky aHOMaJil0 B JiHISAX, AehiuuTHUX sK 32 AtHSP90-1, Tak 1 3a
AtHSP90-4. Ocxkuibku ciM’sigoni B A. thaliana 3axnanaroTecs B eMOploreHesi
(Weigel, Glazebrook, 2002), MokxHa TPHUITYCTUTH, IO 1HIIIAIISA TPOX CIM SII0Jb
3aMiCThb JIBOX BiaOymacs B mepiog (opmyBaHHs 3apoaky. Ilomanbine
CIOCTEpEKEHHSI T0Ka3alo, 10 MOMMJIKAa MoOrja IOBTOPIOBATHUCA Ha piBHI
HIOHAWMEHIIIE JBOX HACTYMHUX MOAYJIB, MPO IO CBIIYUTH YTBOPEHHS TPHOX
CIpaBXHIX JIMCTKIB MEPIIOro 1 HaBITh Apyroro nopsaky (puc. 6.18, A; 6.19, A),
abo Moryia OyTH BUIPABICHOIO MIISXOM (OPMYBaHHS HOPMAIBHOI MapH JUCTKIB
Ha piBHI OYyJb-IKOTO 3 HACTymHUX MoaymiB (puc. 6.18, b; 6.19, A, B). BiacyTHicTb

OJIHI€l ciM A0 ab0 OJHOrO JIMCTKA MEBHOTO MOPSAJAKY BH3HAYajacs Ha pIBHI
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OJTHOTO MOIyJsl, TOOTO HACTYMHUW MOJYyJb 3a3BUYaili MaB HOPMAJIbHY Tapy
mucTkiB (puc. 6.18, €, K; 6.19, B). [1ogibHy 3aKOHOMIpHICTh BUSIBIISUIM TaKOX 1 Y
OPOPOCTKIB 3 IHIIMMHU  BIOXWICHHAMH. Hampuknang, y  OpopocTKiB 3
nedopMoBaHuMHU CciM’smoisimu  (puc. 6.17, b; puc. 6.18, B) 1 ciM’samonsamu Ta
TIMTOKOTUJIEM aHTOIIaHOBOTO KoJibopy (puc. 6.18, 1) 4acto BXe HACTyImHUMN

MOZYJIb MaB HOPMaJIbHUI BUTJIAL.

131 171 200 231
Puc. 6.19. MyTtaHTHI pOpOCTKH 3 MOP(OJIOTIUHUMHU BiaxuieHHsMH Ha 13, 17, 20,
23 Ta 42 noOy: (A) mpopoctok Athsp70-14 3 3 ciM’amoiassMu 1 3 CIpaBXHIMU
mucTkamu Tiepmoro nopsanky; (b) mpopocrox Athsp70-5 3 3 ciMm’smonsamu; (B)
popocToK Athsp70-5 3 1 crpaBXHIM JIMCTKOM TepIIoro nopsaky. [ani B3sro 3
aHaii3y (EeHOTHUIIIB B OHTOIEHE31, MPEJICTABIECHOTO Yy HACTYIHOMY MiIPO3ALIIL.

[To3nauenus sk Ha puc. 6.18.

Ha BimMiHy Big 1bOTO, TOTaJbHI MOPYIIEHHS, MOB’S3aHI 3 BIACYTHICTIO

HOPMAaJIbHUX MEPUCTEM, NPU3BOAMIA [0 eNIMIHAIi OpraHi3My, HaINpUKIA],
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MPOPOCTKH, 110 CKIIAJATUCS JUIIe 3 OJHIET a00 ABOX ciM’sioib (puc. 6.17, JI, M;
puc. 6.18, ).

B minomy, pe3ynbTaté CHOOCTEpeXEeHb 32 (PEHOTUIIYHOI CTPYKTYPOIO
MOJYJIIB TPOPOCTKIB MYTAHTHUX JIHINM, SIK TPaBWJIO, BKa3ylOTh Ha Te€, IO iX
reHOTUIl Hece 1H(dOopMaIlilo HOpMaIbHOI MOP(OreHETHHHOI MporpaMu BUAY 3a
BUKJIFOUEHHSIM MyTauli mo ogHoMmy 3 reHiB HSP. BogHoudac 300i B mporecax
Mop¢oreHnesy Ta MeTadoJi3My, SKIIO BOHU HE CTOCYIOTHCS TOTaJIbHUX MOPYIIECHb
opraHiamy a0o Horo mepucreM, BiAOYBalIOTbCS HA PIBHI OKPEMOIO MOJIYJid abo
HOro KOHCTPYKTHMBHUX €JIEMEHTIB 1 MOXYTh SIK I[OBTOPIOBAaTUCh, TaKk 1 OyTH
BIICYTHIMH a00 I1HIIMMU B HACTYMHUX MOp(doreHeTHYHUX Iukiaax. OCKUIbKU
3MiHEeH1 (DEHOTHUIN 3’ SIBJSUIMCS Y HOKAyT-MYTaHTIB /Asp Ta Oynu piakumu abo Oynu
BIJICYTHI y JMKOTO THUITY, JOTI4YHO Tpuiyctutd, mo BrmB HSP90 i HSP70 Ha
BU3HAYEHHSI MOP(OreHETUYHOI IpOorpaMyu MOKE BiOyBaTHCS Ha PiBHI OKPEMOIO
MOJTYJIS.

[lincymoByroUHM pe3yJbTaTh aHali3y MPOPOCTKIB HOKAyT-MYTaHTIB, MO>KHA
3poOuTH BUCHOBOK, M0 BignoBigHi HSP90 1 HSP70 € BaxiauBumu s
MiATPUMaHHS MPOIIECIB POCTy Ta (HOpPMYyBaHHS HOPMAIBHOTO (PEHOTHIY B MEPiOJ
PaHHBOTO PO3BUTKY Ta MalOTh MEBHY crneuudiky ¢ynkiionyBanus. [lopymenns
eKCIIpeCii OJJHOr0 3 T'eHIB LHUTO30JbHUX 1HAYyHHOensHux AtHSP90-1, AtHSP70-5
Ta KOHCTUTyTUBHUX AtHSP90-4, AtHSP70-14 npusBoguino [0 3HMKEHHS
YKUTTE3ATHOCTI HACIHHS, MMOCUJICHHSI BapiaOebHOCTI TEMITIB POCTY MPOPOCTKIB Ta
nosisu Mop¢o3is. Lle cBiqunTh npo 3HaueHHs BiAnoBiAHMX HSP y kanamizyBaHHI
GbOpMOTBOPEHHS Ta MIATPUMaHHI TIEBHOTO PIBHS CTAOUIHLHOCTI POCTOBUX MPOILIECIB
Ha TIOYAaTKOBHMX eTamax (OpMyBaHHS POCIMHHOIO OpraHizmy. BiamideHo, 1o
dbeHoTUNIYHI aHOMAIIi MPOPOCTKIB MYTAaHTHUX JiHIA 10 TeHax HSP90 1 HSP70
4acTo BiAOyBaMCS Ha piBHI OKpeMoro MoxayJis. [lokazaHo, 1mo crnekTp (GeHOoTHIiB
KOXXHOI MYTaHTHOI JIiHII Asp MaB O0COOJMBOCTI, IO CBIIYUTH HPO MEBHY
cunenuiunicth (yHkiionyBanas BignoBigHux HSPY0 1 HSP70. Ilopymenus
excrpecii iHayuudensaux AtHSP90-1 1 AtHSP70-5 cipu4uHsIO CEpilo3Hi 3MIHU

3a HOpMalbHUX yYMOB. Hanpuknan, y miHii Athsp90-1 peectpyBaiu MakKCUMAJIbHY
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KUIbKICTh a0€paHTHUX MPOPOCTKIB, TOA1 SIK Athsp70-5 xapaktepu3yBajach

MOMITHOIO 3aTPUMKOIO POCTY.

6.2.2. Poabr oxpemux HSP90 i HSP70 y pocti Ta po3BUTKY poCIuH
A. thaliana

AHaJi3 mpoBOAWINA HA TBOX (ha3ax PO3BUTKY — IiJ Yac MEePEeXoy 10 IBITIHHS,
SKUW BU3HAYAIM 3a MOSBOIO MEPIIOTr0 KBITKOHOCY BUCOTOIO 1 cMm (puc. 6.20), Ta
HAIPUKIHII [BITIHHS IIbOTO KBITKOHOCY. [IpoBeieHO /1Ba €KCIIEPUMEHTH MPOTITOM
60 116, mix yac akux mpoaHanizoBaHo 32-40 pocnuH y KOKHOMY BapiaHTi. B 060x
CKCIIEPUMEHTaX  BHUSBJICHO  TOAIOHI  3akOHOMIpHOCTI. OCKIIBKM  aHalli3
CHOPSIMOBAaHMM HA BHUSBJICHHS PI3HULI y CTaOUIBHOCTI POCTY 1 PO3BUTKY MIXK
OpraHizaMamu 3a MakCUMaJbHO OJHAKOBUX YMOB, Y JAHOMY PO3LII MPEACTABICHO

PE3YIIBTATHU OAHOI'O 3 IIPOBCACHUX GKCHepI/IMeHTiB.

hsp90-1 hsp90-4 hsp70-5 hsp70-14

Puc. 6.20. Pociuau A. thaliana nuxoro tumy (WT, Col-0) 1 HOKayT-MyTaHTIB
Athsp90-1, Athsp90-4, Athsp70-5 1 Athsp70-14 y ¢a3i po3eTkd Ha IOYATKY

nepexoy J0 LBITIHHS.

3a TPUBAJICTIO BEre€TaTUBHOIO IMEpIOAy BIiJ MPOPOCTAHHA OO IMOYATKY
[BITIHHS BC1 MyTaHTHI JIiHIT XapakTepu3yBaIucs OLIbII 3HAYHOIO BapiabeNIbHICTIO,
MOPIBHAHO 3 JuKUM TUIIOM (puc. 6.21). lleHTpanpHa TEHIEHIS 3a IUM
NOKAa3HUKOM BHUSIBWJIa 3aTPUMKY I[E€peXOoJly [0 LBITIHHS Yy JiHIA Athsp90-1,
Athsp70-5 1 Athsp70-14 Ta TeHAEHIIIIO 10 3aTpuMKH y JiHii Athsp90-4. Taxi nani

1o /sp90 TOBHICTIO y3T0JKYIOThCS 3 HAIIUMU JaHUMU 1HT101TOPHOTO aHA3Y, SKI
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nokaszanu, 1o micast oopoOku Hacinua ['JIA mosBa kBiTkoHOCY B pociuH Col-0
BizOyBanacs Ha 1 100y mizHime (auB. 1. 6.1.1.2). Cxoxuii pe3ynbTaT OTpUMaIU
Sangster et al. (2007). Bouu Bu3HauMiIM, 110 TEPEXiJ JO LBITIHHSA MPU 3HUKEHHI
3aranbHO1 KUTbKOCTI uto301pHUX HSP90 y RNAi-niHi#t 4. thaliana, a Takox npu
nopyuieHHi ekcrpecii reHiB AtHSP90-2 1 AtHSP90-3 BinOyBaBcs Ha 1-3 no0u
ni3Hime. OgHak B iX JOCHiIaX TPUBAIICTh BET€TaTUBHOTO miepiony y Athsp90-1
Oyrna OMU3BKOIO JO JUKOTO THUITY, TOJI SK 32 HAIIMMU JAHUMU POCIWHU ITI€T JTiHIT

NepeXOo UM JI0 IBITIHHS HA 3 100U Mi3HIIIE 32 TUKUMA THII.
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: . : : 25
30 ¢ : . : :
: : : : : V¢ T ¥ 9 =
25 : : : : . < o o =) by
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Puc. 6.21 TpuBanicTh BereTaTUBHOTO Mepioly poCiuH A. thaliana ITUKOTO THUITY
(WT, Col-0) 1 HokayT-myTaHTIB Athsp90-1, Athsp90-4, Athsp70-5, Athsp70-14: (A)
niarpama poskuny; (b) Me [25%, 75%], miHiManbHE 1 MaKCUMaJIbHE 3HaYeHHS. (*)
CTaTUCTUYHO JIOCTOBIpPHA PI3HULS MK JUKUM THUIIOM Ta MYTaHTHOIO JiHI€W (Z-

tect Ct’roaenTa, p < 0,05).

Jlist XapakTepucTUKU MOP(OJIOTTYHOI CTPYKTYPH JIIHIA HA MOYATKy IBITIHHS
BU3HAYAJIM AlaMETP PO3ETKH, KUIBKICTh JINCTKIB PO3ETKU Ta PO3MIPH HAJOBILIOTO
JAUCTKa (OBXHMHA 1 IIMPHUHA IJIACTUHKH, JOBXKMHA YEpEelIKa, CIiBBIJHOIIECHHS
JOBXHUH IUIACTUHKHW/4Yepemka). Bci MyTaHTH BIAPI3HSIUCH BIJ JAUKOTO THUILY

MEHIITUM CEepeIHIM JiaMeTPOM PO3ETKH Ta OUIBIIOK HOro BapiaOeNbHICTIO
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NOPIBHSHO 3 JUKUM THUHOM (puc. 6.22; A). IIpoTe KIIbKICTb JIMCTKIB BUSIBUJIACH

MeHIIoro nuie y Athsp70-5 (puc. 6.22, b).
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Puc. 6.22. MopdomeTpuuHi XapakKTe€pUCTUKU POCIUH A. thaliana nukoro Tumy
(WT, Col-0) i HoxayT-myTtanTiB Athsp90-1, Athsp90-4, Athsp70-5, Athsp70-14: (A)
JlaMeTp pPO3eTKU Ha MovaTKy HBITIHHA; (B) KUTBKICTh JIMCTKIB PO3ETKH Ha IMOYATKY
uBiTiHHA (Me [25%, 75%], MiHiManibHEe 1 MakcuMaibHe 3HaueHHs); (B) miametp
po3eTkH Ha modarky HBiTiHHA (1) 1 gilamMeTp po3eTKH y POCIHUH, SIKI HE 3alBLIH
npotssrom 60 ni6 ekcnepumenty (2) (M +£SD). (*) cTaTUCTHYHO AOCTOBipHA

PI3HMIISI MK IUKUM TUIIOM Ta MyTaHTHOIO JdiHieo (-Ttect CT’roaenHTa, p < 0,05).

Sk BigMiIYaoCh BHILE, BIK POCIUH A. thaliana Ha MoOYaTKy UBITIHHS YITKO
KOPEJTIOE 3 KUThKICTIO JTUCTKIB PO3ETKH, 1 1151 03HaKa € kaHami3oBanoto (Hall et al.,
2007; Sangster et al., 2008 a). Jlna aHamizy CTaOlILHOCTI Ii€l O3HAKH TMpHU

NOpYLIeHH] ekcrpecli okpeMux HSP MU BHUKOPUCTadd NapamMeTpUYHUN
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kopemsmiitauit - meton Ilipcona (PeGposa, 2002). BwusnadeHHst koedimieHTIB
KOpeJssiii MK KUIbKICTIO JIUCTKIB PO3ETKH 1 TPUBAIICTIO BETE€TaTUBHOTO TEPIOAY
MOKA3aJI0 HU3bKUI PIBEHb KOPEISALINHOTO 3B 43Ky Y MYTaHTIB /Asp9(0 MOPIBHAHO 3
nukuM tanoM (tadu. 6.10). [Ipote mytantu Asp70 3a piBHEM KOPEJSIIiil B/l TUKOTO
Tury He BiapisHsuucs. lle Bkazye Ha BaxkiuBicTh okpemux HSPI90 nmns
cTabum3anli TeMIiB YTBOPEHHS JIMUCTKIB pPO3E€TKU. Takuil BHCHOBOK LIJIKOM
y3TO/DKYETHCSL 3 HAIIMMU pe3yjbTaTaMU IOAO 3HMXKEHHS KOPEJALil MK LHUMHU
NOKa3HUKaMU Ticiss 00poOku 1Hribitopom HSP90 (m. 6.1.1.2), a Takox 3

pesynpTaTamu anamnizy ainid HSP90-RNAi (Sangster et al., 2008 a).

Tabnuys 6.10
Kopeasinist Mizk BIKOM POCJIMH i KUIbKICTIO JIUCTKIB PO3€TKH HA NMOYATKY

UBITIHHA y MyTaHTiB i Aukoro tuny (WT, Col-0)

[Tokazuuk WT Athsp90-1 | Athsp90-4 | Athsp70-5 | Athsp70-14

KinbkicTh pociuH,
BMKOPUCTAHHX JUIS 19 37 32 39 32
aHamizy

Koedirient
KOpEISAIIii 0,538 0,306 0,414 0,521 0,538

ITipcoHa, r

VY BCiX MyTaHTIB BHU3HAUYEHO 3MEHIIEHHS PO3MIPIB HAWJIOBIIOTO JUCTKA
PO3ETKH pa3oM 3 MOCHJICHHSIM po3kuay naHux (puc. 6.23, A-B). IIpu upomy miHii
Athsp90-1 1 Athsp70-14 O0ynu OIU3bKUMHU JO JUKOTO THUIY 3a CIIBBIIHOIICHHSIM
JOBXMH TUIACTUHKH/YEpelIka, M0 BKa3zye Ha 30epeeHHs KOOpJHHALli pOoCTy
yacTUH JucTKa. JIiHis Athsp90-4 xapakTepu3yBaiacs MOCUIEHOK reTePOreHHICTIO
3a UM CIIBBIJHONIICHHSIM, IO MOXE€ OYTH IHTEPIPETOBAHO SIK MOCIAOIeHHS
KOOpJIMHALIl POCTOBUX IMPOIIECIB 3a BIACYTHOCTI KOHCTUTYTHBHOr0o AtHSP90-4. B
Athsp70-5 BigMidalioCch HE TUTHKM HAWOUTBINE 3HMKCHHS 32 BCiMa aOCOIIOTHUMH
MOKa3HUKAMU, a i 3MEHIIICHHsI CITIBBIHOIIICHHS JOBXKUH TUIACTUHKHU/YepeIKa, 1110
MOXX€ CBIJUUTH MpO TNeBHY crneuudiuHicty (ynHkuionyBanHs AtHSP70-5 vy

KOOpJIMHAIlI{ poCcTy YacTHH JucTKa (puc. 6.23, I).
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Puc. 6.23. MopdomeTpryHi MOKa3HUKU HANJIOBIIOTO JIMCTKA PO3ETKH HA MOYATKY
uBiTiHHA A. thaliana nuxoro tumy (WT, Col-0) 1 HokayT-myTaHTiB Athsp90-1,
Athsp90-4, Athsp70-5, Athsp70-14: (A) nosxuHa nucTtkoBoi tiacTuHKYU; (B)
mupuHa JUCTKOBOI TuiacTuHkH; (B) moexunHa uepemika; (I) crmiBBigHOIICHHS
JTOBXWH TiacTuHKu/gepemka. (Me [25%, 75%], miHiManbHEe 1 MaKCHMalIbHE
3Ha4YeHHsA). (*) CTAaTUCTHYHO JOCTOBIPHA PI3HUI MDK JIHKAM THIIOM Ta

MyTaHTHOIO JiHi€to (#-Tect Ct’roaenTa, p < 0,05).

Y pobori Sangster et al. (2007) meHma JOBXHWHAa HAMOUIBIIOrO JIMCTKA
po3eTku A. thaliana BU3HaYanack Mpyu 3HUKEHHI 3araJIbHOrO PIBHS €KCIPECIi IEeHIB
uto30oibHEX HSP90 y RNAi-miniid. [Ipote HOKayT-MyTaHTH 3a OKpPEMUMU
HSP90, 3a ix nanumu, BiJi JUKOTO TUITY JOCTOBIPHO HE BIAPI3HSIUCH.

3a 60 110 eKCepUMEHTY BCi POCIWHHU TUKOTO THITY 1 TIEpeBakHA OUIBIIICTh

MYTaHTHUX POCIMH TMEPEHIUId 1O PpEernpoJyKTUBHOTO PO3BUTKY 1 3aKIHUMIU
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1BiTIHHA. KillbKa pOCIMH MyTaHTHHUX JIHIN, SIKI HE 3al[BUIM, XapaKTepuU3yBaIucs
3HAYHUM BiACTaBaHHsM B pocTi. IIpo 1e, 30kpemMa, CBIIUUTH Majauil AiameTp ix
pPO3€TKM HaMpUKIHI ekcnepumeHTy (puc. 6.22, B). CnoctepexeHHs 3a IUMHU
pPOCIIMHAMH TICS €KCIEPUMEHTY TOKa3ajiu, 10 BOHU 3aKIHYMIM CBIf OHTOTEHE3
Ha CTaJil pO3ETKHU.

AHani3 MYTaHTHUX PpOCJIHMH, SIKI 3alBUIA, MPOJAEMOHCTPYBAaB 30UIbIICHHS
PO3KHIy 3HAYE€Hb TPUBAJIOCTI MEPIOAY BETeTallii 0 3aKIHYCHHS [[BITIHHS MEPIIOTO
KBITKOHOCY, TOOTO TIOCHJIEHHS BaplabelbHOCTI 3a TEMIIAMH  PO3BUTKY
(puc. 6.24, A). Ilpu uboMmy mHiE Athsp70-14 Biapi3HAJAcid CYTTEBUM
BUJIOBKEHHSM Mepiofy IBITIHHS. YaCTKOBO 1€ MOKe OyTH MOB’A3aHO 3 THM, IO Y
YaCTUHU MYTAaHTHUX POCIHH  CIIOCTEPIraJioch TMOPYIICHHS  aIiKaJIbHOTO
JIOMIHYBaHHS, 0 TMPU3BOJWIO O OUIBIN TPHBAJIOTO Iepioxy IBITIHHA: Y 5,4%
pociun Athsp90-1; 6,3% — B Athsp90-4; 10,3% — B Athsp70-5; 21,9% — B Athsp70-
14. PaHilie MOpywIEHHs amiKajabHOro AOMiHyBaHHS Binamidanu y RNAi-mHii 31
3HMKEHUM pIBHEM ekcrpecii reHiB nuTo3oapHuX HSP90 (Sangster et al., 2007).

Kpim toro, miuii Athsp90-1, Athsp70-5, Athsp70-14 B cepenHbOMY Malu
KOPOTIIUH KBITKOHOC, MEHIIY KUIBKICTb OOKOBHUX TUIOK Ha HBOMY 1 MEHIILY
KUIBKICTh KBITOK (puc. 6.24, b, B, I). Jlinia Athsp90-4 nokasana jauIle TEHICHIIIIO
JI0 3MEHILEHHS LUX MOKa3HUKIB Ha (OHI 30LIbLIEHHS PO3KUAY JaHUX. OCKUIbKU
nepeBaXkHa OUIBIIICTh POCIMH Yy HAIIIOMY €KCIIEPUMEHTI MaJla OJIMH KBITKOHOC (Bi]l
96% no 100% y pi3HuX JdiHIN), 3MEHILIEHHS YMCla KBITOK Y MYTaHTIB BKa3ye Ha
BOXJIMBICTh BianoBigHux HSP 1is migTpumaHHsS —IUIOAIOYOCTI POCIMH  Ha
BUCOKOMY piBHI. Take NpUIIyIIEHHS W00 MYTaHTIB hsp9(0 y3roJKyeThCA 3
nanumu Sangster et al. (2007), siki moka3aiu 3HWKEHHS 3arajibHOT Macu HACIHHSA 3
omniei pocnuan y T-JIHK- 1 RNAi-miniit HSP9O.

Buznauenns koedimientie Bapianii (CV) HenmepepBHUX KUIBKICHHUX O3HaK
TaK0XX MPOJAEMOHCTPYBAJIO BUCOKIIINK PiBEHb MIKIHIMBIyalbHOI BapiabeabHOCTI
y MyTaHTIB /isp TMOPIBHSHO 3 JUKUM TUIIOM 32 BUHSITKOM CITIBBITHOIIICHHS JIOBXKWUH
MJIACTUHKU/Yepelika  HaWIoBIIOTO  JIMCTKAa  po3eTku  (Tabm. 6.11). Taka

3aKOHOMIpHICTh HIATBEpKye mpumymeHHs Sangster et al. (2008 b) mpo Te, 1o
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NPaKTHYHO KOXKHA KUTbKICHa MOP(OJIOTIYHA 03HAKA, SIKA € Pe3yIbTaTOM EKCIpecii
JIOKYCIB KUIbKICHMX O3HaK, Moxke OyTu 3anexkHor Bim HSP90. Ilokazomo, 110
Koe(ilieHT Bapialli JUCKPETHOI KUIBKICHOI O3HAKU — YKCJIA JINCTKIB PO3ETKU —

MaJio BiIpI3HABCA a00 HE BIAPIZHABCA BiJl TAKOTO Y JUKOTO THUITY.
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Puc. 6.24. TpuBanicTh Bereralii 10 3aKiHYEHHS LBITIHHS NEPIIOro KBITKOHOCY Ta
dbeHoTUNIYHI XapakTepucTuku pociuH A. thaliana nuxoro tumy (WT, Col-0) 1
HOKayT-MyTaHTIB Athsp90-1, Athsp90-4, Athsp70-5, Athsp70-14: (A) TpuBamicTh
BereTarlii 10 3akiHueHHs 1BiTiHH; (b) BUcOoTa mepmioro KBiTKoHOCY; (B) KUTBbKICTh
O6okoBux TUIOK Ha HbOMY; (I') kiIbKicTh KBITOK (Me [25%, 75%], miHiManbHE 1
MaKCUMaJIbHE 3HaueHHS). (*) CTAaTUCTUYHO JAOCTOBIPHA PIZHUII MK JUKUM TUIIOM

Ta MyTaHTHOIO JiHi€lo (¢-Tect CT’roaenTa, p < 0,05).
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Tabnuys 6.11

BapiabenbHicTh pocToBUX XapakTepucTuk pocaun A. thaliana qukoro Tumy

(WT, Col-0) i HOkayT-MyTaHTIiB

Iloxa3zuuk

Koedinient Bapiamii (CV), %

WT

| Athsp90-1 | Athsp90-4 | Athsp70-5 | Athsp70-14

TToyaTtok nBITIHHA

TpI/I‘BaJ'IICTB BET€TaTUBHOT'O 12,3 17.4 2.8 26.1 223
nepioxy
HiameTp po3eTku 15,7 25,1 28,6 27,2 29.8
KinbKiCTh TUCTKIB PO3ETKH 17,7 15,3 15,8 18,1 15,2
JloB:XHHa JTMCTOBOT
IUTACTHHKH HAWJOBIIOTO 15,3 23,5 31,2 28,6 32,0
JICTKA PO3ETKU
[[uprHa 1UCTOBOL
IUTIACTHHKY HAWJOBIIIOTO 14,1 21,0 26,6 24,1 323
JUCTKA PO3ETKU
JloBkHHa yepelka
HaHIOBIIIOrO JIUCTKA 22,6 28,8 35,8 259 31,1
pPO3ETKH
JIOoBXKHMHA JIMCTOBOL
IJIACTUHKH / TOBXKHAHA 18,3 15,9 18,8 14,7 13,9
Yyepenrka

Kinenp nBITIHHS EPIIOTO KBITKOHOCY
TpuBamicTs nepioay
Beretauii 8,2 13,8 13,1 12,5 12,6
Bucora nepuioro
KBITKOHOCY 25,1 37,8 43,1 41,0 29,3
KibKicTh KBITy4HX
OOKOBHX T1JIOK HA MEPIIOMY 41,4 120,6 97,4 110,5 110,3
KBITKOHOCI1
KiTBKICTE KBITOK Ha 63,3 63,8 84,2 59,9 71,0
MepIoMy KBITKOHOCI

BraxkaeTbcs, 110 koediieHT Bapiallii oJiHI€] KUIBKICHOTI O3HAKH M1 CXOXKHUMHU

MOAYJIIMU OJHOTO 1HAUBIAYYMY ((IyKTyroua acUMETpisl) MOKa3ye aOCONOMHY

GenUYUHY GeHomuniyHoi MiHaueocmi, TOOTO BHYTPINIHBOI HECTaOUIBHOCTI abo

BHYTpilHbOro 1mymy po3Butky (Falconer, 1981; I'puropseBa, Uepnanues, 2012).

Tak, piBeHb BHYTpIIIHBOI HECTAOUILHOCTI B A. thaliana mMoxe OyTH BU3HAYEHUU

OKpeMO Ui KOXXKHOI POCIMHHM NUIIXOM BHMIPIOBaHHA KoedillieHTa Bapiarlii

JOBXMHU cTeba MK MEpUIMMHU 5 CTpydYKaMu MEpIIOro KBITKOHOCY (Sangster et
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al., 2008 b). BuznaueHHs1 1IbOTO MOKAa3HUKA B HAIIOMY EKCIEPUMEHTI MOKA3aJIo
JIOCTOBIpHE 3HIKECHHS HeHTpaibHO1 TeHaeHIii CV y niniit Athsp90-1, Athsp70-5 1
Athsp70-14 1 TenaeHui0 A0 3HUXEHHS Y Athsp90-4 (puc. 6.25). 1le moxe OyTtu
IHTEPIPETOBAHO SIK 3HWKEHHS PIBHS BHYTPINIHBOT HECTA0ILHOCTI MPU MOPYIIEHH1
excrpecii  BignmoBimHux HSP. Taxuii pesyasrar i1 HSP90 kapaunanbHO
BIIpI3HAETHCS Bia maHux Sangster et al. (2008 b), sixi mokaszanu 30unpmenas CV
1i€1 03HAKH TIPU 3HUKEHH1 3arajJbHOTO PIBHS eKcrpecii reHiB 1uTo30apanx HSP90
y RNAIi-niHiit A. thaliana. Pe3ynbratu aHamizy acumerpii OulaTepaqbHUX O3HAK
Drosophila npu 1aridyBanai HSP90, naBnaku, npusenu Milton et al. (2003) o
BHUCHOBKY NP0 HE3AICKHICTh QIyKTyI0U01 acuMmeTpii Bia ¢ynkiionyBanus HSPIO.
MoxHa OpUIYyCTUTH, IO TaKUil pi3HOOIM pe3ysbTaTiB  OO0yMOBIIOETHCS
0COOMMBOCTSIMU 00’ €KTIB 1 CIOCOOOM 3HMXEHHS KIUIBKOCTI / aKTUBHOCTI ITyJTy

HSP90. 1le Bkazye Ha HEOOXITHICTh MOJAIBIIUX CUCTEMHUX IOCIIKEHBb I[HOTO
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Puc. 6.25. Koeditient Bapiamii JOBXHHH TMEPIIUX YOTUPHOX MIKBY3JIB MIX
CTpYYKaMHM NEPIIOTO KBITKOHOCY M1J] Yac 3aKIHYEHHs LBITIHHSA POCIUH A. thaliana
mukoro tumy (WT, Col-0) 1 HokayT-myTaHTIB Athsp90-1, Athsp90-4, Athsp70-3,
Athsp70-14. Me [25%, 75%], MiHiMaiibHE 1 MakcUMajibHE 3HaueHHS. (*)
CTaTUCTHUYHO JOCTOBIPHA PI3HMII MK JAMUKAM THUIIOM Ta MYTaHTHOIO JiHI€W (7-

tect Ct’roneHnra, p < 0,05).
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Bongnouac B HamoMmy eKCIIEpUMEHTI Pa3oM 31 3HMKEHHSM IEHTPAIBHOTO
3HayeHHss CV MyTaHTHI JIiH11 Asp Maau OUTBIIN PO3KKUI MOT0 3HaUYE€Hb MOPIBHSIHO 3
JUKUM TUIOM, HauOubmmid y Athsp90-4. ToOTo BcepeaMHlI KOXHOI JIHIT
3’SABISUIMCS  OCOOMHM, Yy SIKMUX BapiaOenbHICTh (HECTAaOLIbHICTH) JIOBXKUHU
MDKBY3J1i1B 3HaYHO BiJIpI3HSJIACS BiJl CEPEIHBOrO PiBHA. BUX0asS4M 3 1IbOTO, MOXKHA
npunyctutd, mo BiamoBimHi HSP MoxkyTe Oyt HEOOXimHI ISl MiATpUMaHHS
ONMUMAILHO20 PIBHS 6HYMPIUHbLOI (He)cmabiibHoCcmi POCTOBUX TPOIIECIB.

Takum ymHOM, aHai3 HOKAyT-MyTaHTIB Athsp90-1, Athsp90-4, Athsp70-5 1
Athsp70-14 TpoTSITOM OHTOTEHE3y MPOJIEMOHCTPYBAB MOCUJICHHS BapiabeIbHOCTI
TEMITIB PO3BUTKY 1 POCTOBMX MOKAa3HUKIB Ta B 0ararbOX BHIIJIKaX 3MILIECHHS
HeHTpaiapbHoi TeHaeHuli. Ile cBimuuTh mpo BaromicTh BianoBiaHux HSP nms
MiITPUMAHHS IIEBHOTO, HMOBIPHO, ONITHUMAJIBHOTO PIBHS TEMIIIB POCTY 1 PO3BUTKY.
VYyacth 1MX IIanepoHiB y  cralumizamii  poOCTOBHX  MPOIECIB  TaKOX
MITBEP/KYETHCA OUIBII BUCOKUMH TMOPIBHSHO 3 JIUKUM THUIIOM 3HAYC€HHSIMU
koedimienra Bapiamii CV  3a OUIBIIICTIO O3HAK. BUKIIOYEHHSIM CTalu
CHIBBIIHOLIEHHS JIOBXXKMH IUIACTHMHKHW/YEpEeIlKa HaWJIOBUIOTO JIMCTKA PO3ETKU 1
YHUCIIO JUCTKIB po3eTku, CV [KuX y MYTaHTIB BHUSBUJIOCH a00 MEHIIHMM, abo
OMM3bKUM 70 JUKOTO THIYy, IO MOXE CBIQYUTH TPO PI3HUN CTYIHb
KaHaJI130BaHOCTI O3HAK 1 BIUIMB HA HHOI'O IIATIEPOHIB.

3HIKEHHS KOpEeJAlli MDK TPUBAIICTIO BEreTaTWBHOI (Da3u pO3BUTKY Ta
KUIBKICTIO JINCTKIB PO3E€TKH y MYTaHTIB Asp9(0) 1 BIACYTHICTb PI3HUII y MYTaHTIB
hsp7(0 NOPIBHAHO 3 AUKUM THIIOM BKa3zye Ha 3aimydyeHHs HSPO0, Ha BiamiHy BiX
HSP70, no crab6inizarii TeMiB GOpMyBaHHS PO3ETKH.

BinMiHHOCTI MK MyTaHTHUMU JIHIAMH 32 PISHUMHU MOKA3HUKAMH BKa3ylOTb
Ha neBHy cniendiunicts pyukmionyBanass HSP90 1 HSP70. Tak, niuia Athsp70-5
XapakTepu3yBajach  HaWMEHIIMMM  3HAUYEHHSIMH  OLIBIIOCTI  aOCOJIIOTHHX
MOKa3HUKIB. 3MIIIEHHS IIEHTPAIbHOI TEHICHI] Ta 30UIbIICHHS PO3KUIY IJaHHUX
CIIOCTEpIraiM TaKoX y MyTaHTa 3a iHayuubensaum AtHSP90-1. Taki pesynsTaTu
BKa3ylOTh Ha BIUIMB LMX 1HAynuoOenbHux HSP Ha mpoumecu pocty 1 pO3BUTKY

MMPpOTATOM OHTOI'CHE3Y 3d HOPMAJIbHUX YMOB CCPCOBHIIA.
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BusnaueHHs1 a0CONMIOTHOT BEJIMYMHU (PEHOTHUITIYHOI MIHIMBOCTI (BHYTPILIHbOI
HECTaOUTbHOCTI) NUISIXOM BuMiptoBaHHsA CV JOBXHMHHM cTeOjia MK MNEPIIUMH 5
CTpYyYKaMU KBITKOHOCY IOKa3aJI0 JOCTOBIPHE 3HM)KEHHS LIEHTPAJIbHOI TEHACHIT
pazoM 3 OUIBIIUM PO3KHUIOM HOTO 3HAYEHb Y MyTAaHTHUX JIIHII TOPIBHSIHO 3 TUKUM
tunoM. Ile mo3Bomsie mpunyckatu, 1o (QyHkuionyBaHHs BiamoBigHux HSPI0 i
HSP70 w©eoOximne My MIATPUMAHHA ONTHUMAIBHOTO PIBHS BHYTPIIIHBOT

HECTAaOUTBHOCTI POCTOBUX MPOIIECIB.

6.2.3. Poab oxpemnx HSP90 i HSP/0 y mnuacTtmuyHux peakuisix
npopoctkiB A. thaliana

s nocnimxenHss yyacti HSP B miacTUuHMX peakiisix MPOBEACHO CEpiro
eKcriepuMeHTiB 1moa0 ¢yHkuionyBanusa okpemux HSP90 1 HSP70 y pocroBux
peakIlisaxX MPOPOCTKIB Ha TpaBITAIlll0 Ta CBITIO — TOJOBHHMX (paKTOpIiB, SKi
BU3HAYAIOTh OPIEHTALI0 POCTY POCIMH Yy mpocTopi. SK Bimomo, picT crebna
CIpsIMOBAaHUM JI0 CBITJIa ¥ TIPOTH BEKTOPY TpaBiTarlii, TOMI SK KOPiHb POCTE 3a
HaMpsSIMKOM BEKTOpY TrpaBiTamii ¥ Big cBitia. ToMmy d¢opma 1 IpoCcTOpoBe
pO3TallyBaHHs POCIMHH PETYIIOIOTHCS, TOJOBHUM YMHOM, KOOMEPAITIEID MPOIECIB
rpaBiTponismy 1 ¢dororpomizmy (Correl, Kiss, 2002; Molas, Kiss, 2009; Kiss,
2014). CTocoBHO MIAaCTUYHUX peakxiiiii Ha TpaBiTallil0 B poOOTI BUKOPUCTAHO JBa
nigxoau. Kiacu4HuM MiAXOAOM € yTBOPEHHS TPaBITPOMIYHOTO BUTMHY OCHOBHX
OpraHiB y BIANOBib Ha 3MiHY pO3TallyBaHHS POCIUHU BIJHOCHO BEKTOPY
rpasitamii (Xomogusiii, 1927, 1935; Went, 1974; Coithuk u ap., 1984; Masson et
al., 2002). B mporieci eBoJroIii y pOCIUH BUHUK MEXaHI3M TI'PaBITPOMI3MY, SIKUH
3a0e3nedye TEeBHY, OYEBHUIHO, ONTHMAJIbHY IIBHJIKICTh YTBOPCHHS BUTHHY
OChOBHX OprasiB, 30kpema, kopens (Mepkuc, 1990; Ishikawa, Evans, 1997;
Masson et al.,, 2002; Soga, 2010). MonekynaspHi MeXaHI3MH 3a0e3MeUYeHHS
CTaOUIBHOCTI LILOTO MPOLECY 3’SICOBAHO HE MOBHICTIO. 30KpeMa, JaHi CTOCOBHO
3MIH TpaBITpOMiYHOI peakiiii kopeHs npu iHriOyBanHi HSP90 antubiotnkom B
€KOTHUIIaX Ta 1HOpeaHux NiHisAX A. thaliana NO3BOIWIM PO3IISAAATH 11 IIANEPOHU

gk ¢akrtop crabimizamii mpomecy (Queitsch et al., 2002). Ile mpumnymeHHs
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M IKPITUTIOETHCS TaKOXK JaHUMU TIpo Te, o cyoctpatamu HSP90 e Ginku, 3amisHi
B TpPaAHCAYKII ayKCHHOBOI'O CHUTHANly 1 peryJsiiii pOCTOBUX IMPOIECIB, SKI
3a0e3meuytoTh YTBOpeHHs BUTHHY (JlomaTok A). [HImmMM miaxijg — KIIHOCTaTyBaHHS
JI03BOJISIE CUMYJTIOBAaTH OKpeMi e(eKTH MIKpOTpaBiTailii 3a Ha3eMHUX YMOB, KOJIU
I'PaBICEHCOPHI CUCTEMHU POCIMHU HE 3/IaTHI CIPUUMATH TpaBITAlIMHUN CTHMYII,
0 OPU3BOJUTH A0 Je3opieHTanii pocty (CoiTHuk U np., 1984; Mepkuc, 1990;
Kordyum, 2014). JIns BUBYEHHS TJIACTUYHUX PEAKIM Ha CBITIO BUKOPUCTAHO TPHU
pEeXUMH, SKI BUKIMKAIOTh KOHTPACTHI BiAMOBiAl. 32 HOPMAaJIbHOI IHTEHCHBHOCTI
OCBITJIEHHS Y IPOPOCTKIB BOJAOIBHUX (POPMYETHCS KOPOTKHUI TIMOKOTHIIb 1 TOBTE
KopiHHsA. KiacuuHuM mpuKiIazoM IUIACTUYHOCTI (DEHOTUIY € PICT MPOPOCTKA Y
TEMpSB1, KOJIK (POPMYETHCS BUIOBXKEHUHN €TI0JIbOBAaHUN T1MOKOTUIIL 1 BKOPOUCHUIM
kopiab (Queitsch et al., 2002; Sangster et al., 2008 a). Pict etionboBaHux
MPOPOCTKIB, 3 OJTHOTO OOKY, € BUCOKO UYyTJIMBUM JIO CBITJIa HU3bKO1 IHTEHCUBHOCTI,
a 3 1HmOro, Moke MOAM(]IKYBaTHCS HH3BKMM piBHEM a00 BiJCYTHICTIO
rpaBitariitnoro HaBantaxeHHs (Kiss, 2014).

Buxoasuu 3 1poro, B cepii eKCIEpUMEHTIB 3 HOKayT-MyTaHTaMu A. thaliana
HaMu BUBYANIOCH (hyHKIIoHyBaHHs okpemux HSP90 i HSP70 y poctoBux peaxiisix
MPOPOCTKIB HA 3MIHW PO3TAITyBaHHS POCIMH BITHOCHO HANpPSIMKY IpaBITAI[iiHOTO
BEKTOPY 32 PI3HUX YMOB OCBITJICHHS:

e CrarrionapHi yMOBH / OCBITJICHHsI (KOHTPOJIb);

e KiiHOocTaTyBaHHS / OCBITIICHHS;

e CramioHapHi YMOBH / TEMPSIBa;

e KiiHocTaTyBaHHs / TEMPSIBA;

e KiiHocTaTyBaHHS / TOUKOBE JXKEPENO CBITJIA HU3bKOT IHTEHCUBHOCTI;

e ['paBiTpomniyHa peakiiis KOpeHs / TeMpsiBa.

6.2.3.1. PicT npopocTkiB HOKkayT-MyTaHTiB hSp 3a HOpMaILHUX YMOB
AHami3 JOBXKUHU OCbOBHX OpPraHiB MPOPOCTKIB JUKOTO THUITY 1 HOKAyT-MyTaHTIB
hsp, MO 3poCTAIM y BEPTUKAIHLHOMY TIOJIOKEHHI 3a CTalllOHAapHUX YMOB 1

. 2 . .
HOpMaJTbHOTO OCBiTIeHHS (100 MKMOJIB/M C), BUSBUB O1TBII HU3BKI TEMITH POCTY
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rinokoTwIs y JiHii Athsp90-1 1 Athsp70-5 Ta xopeHs y miHiit Athsp90-1, Athsp90-
4 1 Athsp70-5 NOpIBHAHO 3 AUKUM THIIOM (puc. 6.26). Pazom 3 TUM, THOKOTHIIb Y
Athsp90-4 Ta rinokoTuib 1 KOpiHb y Athsp70-14 A0CTOBIPHO HE BIAPIZHSIIMCS BIJ
JUKOTO THITY 3a MEJIaHOI0, MPOTE Maju OUTHIIMA PO3KUI 32 KBAPTUISIMU Ta
eKCTpeMalbHUMHU  3Ha4eHHsIMH.  [IpopocTKM  BCiX  MyTaHTIB  TaKOX

XapaKTepU3yBaIKCS OUIBIIOI BapiaOCNBbHICTIO 3a CHiBBIAHOMIEHHSM JIOBXWH

TITOKOTHJIIB/KOPIHb.
FinokoTunb KopiHb
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Puc. 6.26. JlIoBXHHU TIMOKOTWJIS 1 KOpEHS Ta iX CHIBBIAHOMICHHS Yy 6-7000BHX
npopoctkiB A. thaliana nuxoro tumy (WT, Col-0) 1 HokayT-myTanTiB Athsp90-1,
Athsp90-4, Athsp70-5, Athsp70-14, mo 3pocTanud 3a CTalllOHApPHUX YMOB 1
ocBiTinenHss (Me [25%, 75%)], w™iHIManpbHE 1 MaKCUMallbHE 3HAYCHHS).
(*) cTaTUCTUYHO JTOCTOBIPHA PI3HULS MK TUKUM TUoM Ta mytantoM (U-tect

Mana-VitHi, p < 0,05). Ha ¢pororpadii HaBeeHO THIOBI (PEHOTHIHN POPOCTKIB.
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6.2.3.2. PicT npopocTkiB HokayT-MyTaHTiB hSp nmpu kjaiHocTaTryBaHHi
KniHoctaryBaHHST 1Npu  HOPMaJbHOMY  OCBITJIEHHI  NPU3BOJWIO 10
JIe30pieHTAllll POCTY MPOPOCTKIB YCIX JHIA Ta NMOCHICHHS Bapia0enbHOCTI 3a

BCIMa TIOKa3HMKAaMHU TMPOPOCTKIB MYTAHTIB /sp TOPIBHAHO 3 JUKAM THUIIOM
(puc. 6.27).
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Puc. 6.27. JIoBXuHU TINOKOTHJISA 1 KOPEHsS Ta iX CIIBBIIHOMICHHS y 6-7000BHX
npopoctkiB A. thaliana nuxoro tumy (WT, Col-0) 1 HokayT-myTanTiB Athsp90-1,
Athsp90-4, Athsp70-5, Athsp70-14, 1mo 3pocTaid TpU KIIHOCTaTyBaHHI Ta
ocBiTmienHi (Me [25%, 75%], wmiHiMasibHE 1 MakcuManbHe 3Ha4YeHH). (*)
CTaTUCTUYHO JIOCTOBIPHA PI3HUIIS MK JUKUM TUIOM Ta MyTanTtoM (U-tect Mana-

VYitHi, p < 0,05). Ha doTorpadii HaBeeHO THIOB1 (PEHOTHUITH MPOPOCTKIB.



323

[IpopocTku nmiHii Athsp90-4 Manu MeHIIy JOBXHHY T1IIOKOTHJIS, IO AaBajo
MEHIIIC  CIIBBIJHOIIECHHS JOBXHWH TINOKOTWIB/KOpiHb. JliHig  Athsp70-5
BIJIPI3HSJIACH MEHIIOK JIOBXKHUHOK SIK TIMOKOTHIS, TaK 1 KOPEHS, MPU LbOMY
3HMKEHHS POCTOBOi AaKTHBHOCTI BHSBUJIOCH HECKOOPJMHOBAHUM, PE3YyJbTaTOM
4Ooro crajia BUCOKa BaplaOeabHICTh CIIIBBIIHOIICHHS iX MOBXUH. JIiHis Athsp70-14
MoKaszajla BHCOKY BapiaOeNbHICTh 3a JOBXKWHOK KOpPEHS Ta, BIAMOBIIHO,

CIIBBITHOIIICHHSM JIOBXXHH T1IOKOTHIIB/KOPIHb.

6.2.3.3. Pict mpopocTkiB HokayT-MyTaHTiB hSp 3a cramioHapHMX yMOB Yy
TeMPSABI

BincyTHicTh cBiTiIa npu3Boauia A0 GOPMYBaHHA Yy BCIX JIiHIA €T10JIbOBaHUX
MPOPOCTKIB 3 BUJOBKEHUM TIMOKOTUIIEM 1 BKOPOUCHUM KopeHeM (puc. 6.28). Ilpu
[IbOMY BC1 MYTaHTH BIJPI3HSUIMCH BiJl IUKOTO TUITY OUIBIIUM PO3KUJIOM 3HAYCHb.
Pasom 3 TuM, HeHTpaJibHa TEHACHIS JOBXUHU TINOKOTWIS y JiHIA Athsp90-1,
Athsp90-4 1 ocobnuBo y Athsp70-5 OGyna JOCTOBIPHO MEHIIIOIO 32 II€i MOKAa3HUK y
nukoro tumny. Y Athsp90-4 HeBelrMKa 4acTHHA MPOPOCTKIB Majia pelyKOBaHUM picT
OKpeMHuX opraHiB abo BChbOro npopoctka. Y Athsp70-14 3’IBASIUCH K MPOPOCTKU
3 BKOPOUEHUMU OpraHaMu, TaK 1 IPOPOCTKHU 3 TOBI'MM KOPIHHSIM.

Cnig  3a3HauWTH, IO JaHl BIAHOCHO MEHIIMX PO3MIPIB  TIMNOKOTHIISA
€TI0JIbOBAaHUX MPOPOCTKIB Athsp90-1 1 Athsp90-4 y3romxyoThbes 3 JAHUMH 1HIIAX
JNOCHIIHUKIB, SIKI T[OKa3alld 3HM)KEHHS POCTOBOi aKTHUBHOCTI TIMOKOTHIIA
A. thaliana y TempsBi mpu 1uriOyBaHH1 (yHKIIOHaIbHOI akTuBHOCTI HSP90
antubiotukom ['ZIA (Queitsch et al., 2002; Sangster et al., 2008 a). Ockibku
CTYMiHb 3HWKEHHS y PI3HUX €KOTHUIIIB Ta 1HOpEIHUX JIIHIA OyB pI3HUM, aBTOpaMu
3p00JIEHO BHCHOBOK MPO T€HETUYHY AeTepMiHOBaHICTh edexty ['JIA Ha po3Tsr
rinokotuis (Queitsch et al., 2002). Ilokaszana 3anexuicth Big HSP90 nokycis
KUIBKICHUX O3HAaK, IOB’SI3aHUX 3 LI€I0 peakuicr0. BU3HAUeHO MEHIy 4yTJIMBICTh
1o 'JIA pocty KopeHiB 3a BIACYTHOCTI cBiTia (Sangster et al., 2008 a). Pasom Bce
1€ MOKa3y€e CYTTEBICTh SIK 3arajbHOTO PIBHS AKTUBHOCTI KJIiTUHHOTO myiay HSP90

JUTst cTabimi3amii TNIacTUYHOT PeaKIlii, TaK 1 OKPEMUX MOTO WICHIB.
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BusiBiieHi HamMu MeHIIa JOBXHWHA TIMOKOTWISL Yy TPOPOCTKIB Athsp70-5 1
BHCOKAa IeTEPOTCHHICTh 3a pO3MipaMu OpraHiB MPOPOCTKiB Athsp70-14 BKa3yrOTh
Ha Te, mwo waneponn HSP70 Takoxx MOXyTh crieM(PIYHUM YUHOM BIUIMBATH Ha

cTab1Ti3aIlii0 POCTY 3a BIJICYTHOCTI CBITJIA.
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Puc. 6.28. JIoBXuHU TIMOKOTHJISA 1 KOPEHsS Ta iX CIIBBIIHOIICHHS y 6-7000BUX
npopocTtkiB A. thaliana nuxoro tumy (WT, Col-0) 1 HokayT-myTaHTiB Athsp90-1,
Athsp90-4, Athsp70-5, Athsp70-14, 1m0 3pocTanu 3a CTalliOHAPHUX YMOB Y TEMPSIB1
(Me [25%, 75%], mi"iManbHE 1 MakcMMajbHE 3HauyeHHA). (*) cTaTUCTHUYHO
JIOCTOBIpHA PI3HUI MK AUKUM TurnoM Ta MyTaHtoM (U-tect Mana-VYitHi,

p <0,05). Ha pororpadii HaBegeHo THUIIOBI (DEHOTUIIH TTPOPOCTKIB.
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6.2.3.4. Pict mpopocTkiB HOKayT-MyTaHTiB hSp mpu KJiHocTaTyBaHHi y
TeMpsABi

KiiHocTaTyBaHHST 3a BIJCYTHOCTI CBITJIA MPU3BOAWIO 10 (POPMYBaHHS

€TIOJIbOBAHMX TIPOPOCTKIB 3 JIE30PIEHTOBAHUM pOCTOM (puc. 6.29). Amnami3

POCTOBUX XapaKTEPUCTHUK BUSBHUB iX 3HAUHY BapiaOelbHICTh Y MYTAHTHHUX JIHIM

MOPIBHSHO 3 IMKUM THUIIOM Ta BOJTHOYAC ITEBHI 3MiHH IIEHTPAIBHOI TCHICHITI].
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Puc. 6.29. JIoBXHHU TIMOKOTWJIS 1 KOpEHS Ta iX CHIBBIAHOUICHHS Yy 6-7000BHX
npopocTkiB A. thaliana nuxoro tumy (WT, Col-0) 1 HokayT-myTanTiB Athsp90-1,
Athsp90-4, Athsp70-5, Athsp70-14, 1o 3pocTaiv NP KITHOCTATyBaHHI Y TEMpPSBI
(Me [25%, 75%], wmi"imManpHE 1 MakcMMaibHE 3Ha4YeHHA). (*) CTaTHCTHYHO
JIOCTOBIpHA pI3HULA MK JIUKUM TunoM Ta MyTaHtom (U-tect Mana-VYitHi,

p <0,05). Ha pororpadii HaBegeHO THUTIOBI (DEHOTUITH TPOPOCTKIB.
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Tax, miHia Athsp90-1 xapakTepu3yBalach MEHIIOK JOBKHHOK TIIIOKOTHIISA 1
OUIBIIOI0 JIOBXKMHOIO KOPEHSI MOPIBHSHO 3 AUKUAM TUNOM. CyTTeBE 3MEHIICHHS
JIOBXKMHH TIMOKOTHIISA, B OKPEMHUX BUIIAJKaX HABITh JI0 PEAYKIIil OpraHy, BUSBIISLIN
i y mpopocTKiB Athsp70-5. ObunBa MyTaHTH XapaKTepU3YBAIUCS JTOCTOBIPHUM
3HUKEHHSM CITIBBITHOIIIEHHS JIOBXXKHWH T1MOKOTHIIB/KOPiHb. CiJl TAaKOX BIAMITUTH
3HaYHy TETEPOreHHICTh 3a pO3MIpaMu OpraHiB Ta iX CHIBBIJIHOLIEHHSM IpU

30epeKeHH] IIEHTPATBHOT TEHACHIIIT y IPOPOCTKIB Athsp70-14.

6.2.3.5. Pict mpopocTkiB HokayT-MyTaHTiB hSp mpu kJjiHocTaTyBaHHi 3
TOYKOBHMM /IZKEPEJIOM CBIiTJIa HU3bKOI iIHTEHCUBHOCTI

ToukoBe jpKkepeno CBiTJIa HU3bKOT IHTEHCUBHOCTI 1IMITYBaJIM ITOTOKOM CBITJIA,
10 TPOXOJMUB Yepe3 OTBIp JiaMeTpoM 5 MM y (oib3i, B Ky OyJi0 3aropHyTO
yamky 3 npopoctkamu (~ 0,05 mkmoinb/c Ha yamiky). OTBip 3HaXOJUBCS 300Ky
Yallkd Ha NEPHEeHAMKYJApl JO JIHII PO3TalllyBaHHS HACIHHA (JAHMB. CXEMY,
puc. 3.2). Take OCBITIIEHHS 3a YMOB KJIIHOCTaTyBaHHS 1HAYKYBajo (HOTOTPOMI3M
€TIOJIbOBAHUX TPOPOCTKIB, TICBHE TAJIbMYBAaHHS PO3TATY TiMTOKOTHIISI, MTOCUICHHS
POCTY KOpEHsI Ta TO3CJICHIHHS MalluX 3a pO3MipaMu CiM’SJ0JIb y BCIX JIHIM
(puc. 6.30, mopiBHSAHHSA 3 puc. 6.29). OTxe, MaJoi KUTBKOCTI CBITJIa BUCTAYHIIO JIJIS
Opi€HTalli POCTY HPOPOCTKIB 3a HEMOMKJIMBOCTI CIPUUHATTA TpaBITAI[IHHOIO
CTUMYIly, IO TIATBEP/KYE BUCOKY CBITJIOUYTIUBICTH MPOIECIB (HOTOTPOMIZMY
(Kiss, 2014).

[Ipy 1bOMY MYTaHTHI NPOPOCTKH BIAPIZHSIMCH BIJI JUKOIO THILY OUIBIIOKO
BapiaOenbHICTIO 3a (OPMOIO Ta pO3TAallyBaHHAM Yy MPOCTOPi, HABITh O
B1JICYTHOCTI1 (DOTOTPOIIYHOI peakilii y OKpeMHUX OCOOUH, 110 BKa3y€ Ha CYTTEBICTh
BiamoBigaux HSP nmma i migrpumanss. 3 iHmoro OOKy, MyTaHTHI JIiHIT
XapaKTepU3yBaIUCh CUJIBHIIIUM, HDK Yy JMKOTO THILY, TaJbMyBaHHSAM pPO3TATY
TIIOKOTHJIS M1 BIUTMBOM CBITJIa HU3bKOI IHTEHCUBHOCTI.

3MiHU POCTOBOI AaKTHBHOCTI KOPEHs, HA BIAMIHY BiJl TIMTOKOTHIISI, BUSBHINCH
HeoHO3HauHUMU. [Ipopoctku Athsp90-1 BIAPI3HAIUCH BiJl IUKOTO TUIY OUIBIIOO

JIOB)XKMHOIO KOPEHsI, K 1y BapIaHTI 3 KIIHOCTATYBAaHHSM 32 BIJICYTHOCTI CBITJIA.
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Puc. 6.30. PoctoBi xapaktepuctuku Ta (eHoTunu 6-71000BUX MPOPOCTKIB
A. thaliana nuxoro tumy (WT, Col-0) i HokayT-myTaHTIiB Athsp90-1, Athsp90-4,
Athsp70-5, Athsp70-14, 1m0 3pocTalii MPU KITHOCTATyBaHHI 3 TOYKOBUM JIKEPEITIOM
citina (Me [25%, 75%], MiHIMalIbHE 1 MaKCUMaJIbHE 3HA4Y€HHS). (*) CTATUCTUYHO
JOCTOBipHA PI3HUIA MiX IukUM TurnmoM Ta MyTantom (U-tect Mana-YitHi,

p <0,05). Ha pororpadisix HaBeneHo TUTIOBI (hEHOTUITH POPOCTKIB.
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[IpopocTku Athsp70-5, HaBnaku, Majiyd KOPOTIIMWA, HIK y JAMKOTO THILY,
KOpiHb. Y umiHIH Athsp90-1 1 Athsp90-4 BU3HAYEHO [OCTOBIPHE 3HIKCHHS
CHIBBIAHOILIEHHS TOBXHUH TINOKOTWIL/KOPIHb. Lli HaHi y3romKyroTbCs 3 JaHUMU
PO PIHUINO Y CBITJIOYYTIMBOCTI TIMOKOTHUJIS Ta KOPEHS 3a YMOB PEIyKOBaHOI
rpagitanii (Kiss, 2014). Cnia Takox BIAMITUTH O1IbII BUCOKY BapiaOeabHICTh BCIX
MYTaHTIB 32 JJOBXKUHOI OCbOBUX OPraHiB 3a TAKUX YMOB.

[lopiBHiOOUM 111 €(eKTH, MOXKHA 3pOOUTH BHCHOBOK, IO OJHOYACHE
MOCHUJICHHS TaJIbMyBaHHS PO3TATY TIMOKOTWIIS Mij BIUIMBOM CBITJIa Y MYTaHTHHX
JiHIM, BIAMIHHOCTI B POCTI KOpPEHS, 3HIDKEHHS B HHUX CTYNEHIO CTaOlIbHOCTI/
KaHaI130BaHOCT1 (poToTpomiyHOi peakilii (BUCOKa BapiabENbHICTh MPOCTOPOBOTO
po3TanlyBaHHsl OPraHiB MPOPOCTKIB) CBIAYUTH MPO BIJIMIHHOCTI y HUISIXaX BIUIMBY
[IanepoHiB HAa 3MIHM POCTOBOi AKTUBHOCTI OKPEMHUX OpraHiB, a TaKOX Ha
3IaTHICTh TPOPOCTKIB OpIEHTYBAaTH CBid picT BigHOCcHO cBiTia. s HSP90 me
MOXKHA TOSICHUTH 1X HEOOXITHICTIO Ais (PYHKI[IOHYBaHHS OLIKiB-KIII€HTIB,
3aly4eHUX JI0 PI3HUX perysTopHux nuisxiB (auB. Jomatox A). Hampukmnam, o
cyocrtpatiB  HSP90  BigHOCATBCS  KOMIIOHEHTH  CTEPOIAHOrO  CHUTHAIIHTY,
MOPYIISHHS SKOTO MPHU3BOJUTH JO 3HUKEHHS YYTIMBOCTI JIO CBITJIA 1 POCTOBHX
peakmmiii (Yin et al., 2002; Lachowiec et al., 2013; Shigeta et al., 2014), i
TPAHCIYKIll CUTHATY ayKCUHY, SIKHUM BIJIOBIJA€ 3a PEryJSIIi0 TPaBITPOIIYHOI
peakiii (Wang et al., 2016; Watanabe et al., 2016, 2017). BiamiTumo Takox, 1o
HaMU BIIEpIIE BUSIBICHO 3aJIEKHICTh CTYNEHIO 1 CTaOLIBHOCTI POCTOBHX pPEaKI1i

B11 maneponis HSP70.

6.2.3.6. 'paBiTponiuna peakuis HokayT-MyTaHTiB hSp

Jlyis aHamizy TpaBITPOMIYHOI peakilii BUKOPUCTAHO MPOPOCTKH, IO POCIHU Y
TEMpsIBI, 3 METOK YHEMOXJIMBIICHHS BIUIMBY QoToTponizmy (puc. 6.31).
BumiproBaHHs KyTa TpaBITpOMIYHOTO BUTHHY KOpEHs TMOKa3aio 30epeskeHHs
[EHTPAJIIbHOI TEHJIEHIII Mpu 30UIBIICHH] Jianma3oHy 3HA4eHb y MYTaHTIB
NOPIBHAHO 3 JAMKUM TUNOM (puc. 6.32). Jlinii Athsp70-5 1 Athsp70-14

XapaKTepU3yBaJIUCAd HEBEJIMKUM 30UIbIICHHAM po3kuay aanux (CV BiANOBIAHO
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34,6 % 1 34,0 %; y muxoro tumy — 31,2 %). BapiaGenpHICTh IBOTO TTOKA3HHUKA Y
i Athsp90-1 1 Athsp90-4 BusiBunacs 31ayto o6iubmoro (CV Bianosiano 62,6 %
1 53,9 %). Kopeni 10,8% npopoctkiB Athsp90-1 1 2,4% mnpopoctkiB Athsp90-4
OPOSIBIISUIM HETaTUBHY TPaBITPOIIYHY peakiito. YUyTnuBicTh 1€l peakuii a0
3aranpHOro piBHA akTUBHOCTI HSP90 paniiie nmokasana B ymoBax iHr1OyBaHHS X
manepoHiB antudiotukamu (Queitsch et al., 2002). Taki pe3ynbratu BKa3ylOTh Ha

Te, 10 uKuTo30JbH1 HSP90 BaxkiuBi 111 yTBOPEHHS MO3UTUBHOTO TPABITPONIYHOTO

hsp70-5 hsp70-14

Puc. 6.31. 6-10608Bi1 eTiosiboBaH1 NpOpocTKU A. thaliana nukoro tumy (WT, Col-0)
1 HOKayT-MyTaHTiB Athsp90-1, Athsp90-4, Athsp70-5, Athsp70-14 micna 2 nib
rpaBictumyiianii. CTpUIKOIO BKa3aHO KOPiHb 3 HETaTUBHOIO T'PaBITPOIIYHOIO

peaxIiero.
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Puc. 6.32. KyT rpaBiTpomi4HOro BUTUHY KOPEHS MPOPOCTKIB A. thaliana nukoro
turty (WT, Col-0) 1 HokayT-myTaHTIB Athsp90-1, Athsp90-4, Athsp70-5, Athsp70-
14 (Me [25%, 75%], miHiManbHEe 1 MakKCHUMallbHE 3HA4YeHHs). Pi3HULS Mk

BapianTamu HegoctoBipHa (U-tect Mana-VYirHi, p < 0,05).

BUTHHY KOpeHs. BonaHouac mocuiieHHsT BapiaOenbHOCTI 1€l O3HAaKM Yy BCiX
MYTaHTIB MOPIBHSHO 3 AUKUM THIIOM BKa3ye Ha ydacTh ik HSP90, tak 1 HSP70 y
NiATPUMAaHHI MEBHOTO PIiBHA CTaOUIBHOCTI IIi€l IMIACTUYHOI peakuii. B mbomy
BIJIHOIIIEHHI OCOOJMBY yBary npuBEpTac a0 ceOe 3HayHa BapiaOeibHICTh 3a
po3MipaMu, (OpPMOIO Ta MPOCTOPOBUM pO3TallyBaHHSAM (GeHOTUNIB Athsp70-14,
o J103BoJisie mpunyckatu ocoOnuBuii BHecok AtHSP70-14 y crabimizamito Ta
OpIEHTYBAHHS POCTY BITHOCHO BEKTOpa rpaBiTarlii 3a BiJICYTHOCTI CBITJIA.

Jlnst Toro, mo0 cdokycyBaTu yBary Ha IUIACTUYHOCTI OKPEMHUX OpraHiB 1
3HAYCHHI 7S 1i€i mIacTuyHocTi okpemux HSP, pesynpTaTu omucaHux y qaHomy
MIIPO3/1I1 eKCIIEPUMEHTIB MPEICTABICHO TAKOXK Y BUIUISIL CepeHIX 3HAYEHb, iX
CTaHAAPTHUX BigxwieHb (puc. 6.33) 1 xkoedimieHTiB Bapiamii (Tabm. 6.12).
[icrorpaMu HAOYHO ITIOCTPYIOTh, IO TOJOBHMM (DAKTOpOM, SIKWM BH3HAYAB
pPOCTOBY aKTHUBHICTh OpraHiB, OyJi0 cBITJIO. Pi3HUIE MDK BapiaHTamMu 3
€TI0JIbOBAHUMH ITPOPOCTKAMH, IIO POCIH Yy TEMPSIBI YA MPHU OCBITIEHHI HU3BKOI
IHTEHCHUBHOCTI, Ta MPOPOCTKaMH, IIO0 POCIH 32 HOPMAJIBHOTO OCBITJEHHS, Oyla

JOCTOBIPHOIO y BCiX JiHIA. BruimB 3MiHEHOi IpaBiTallli Ha aKTUBHICTb POCTY
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Puc. 6.33. JIoBXHHU TIMOKOTWJIS 1 KOpEHS Ta iX CHiBBIAHOUICHHS Yy 6-7000BHX
npopoctkiB A. thaliana nuxoro tumy (WT, Col-0) 1 HokayT-myTaHTIB Athsp90-1,
Athsp90-4, Athsp70-5, Athsp70-14 3a HacTynmHUX yMOB: 1 — cTalliloHapHI YMOBH,
OCBITJIEHHSI (KOHTPOJIb); 2 — KJIIHOCTATYBaHHS, OCBITJIIEHHS; 3 — CTalllOHapHI
YMOBH, TEMPsBa; 4 — KIIIHOCTAaTyBaHHS, TEMpPsSBA; 5 — KIIHOCTATyBaHHS, TOYKOBE
JOKEPEJIO CBITJAa HHU3bKOI IHTEHCUBHOCTI. (#) CTaTHMCTUYHO JOCTOBIpHHH e]ekT
KJIIIHOCTaTyBaHHS TIpU OCBITJIEHHI (pi3HULSI MDK Bapiantamu 1 1 2); (¥)
CTaTUCTUYHO JIOCTOBIpHUN e(EeKT KIIHOCTATyBaHHA Yy TeMpsiBl (PI3HHIS MIXK
BapiantamMu 3 1 4); (**) cTaTHCTHYHO JOCTOBIpHUN €(EeKT CBiTIIa HU3BKOI
IHTEHCUBHOCTI TIPHW KIIHOCTaTyBaHHI (pi3HuI Mixk Bapiantamu 4 1 5) (U-tect
Mamna-VitHi, p <0,05).
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Tabnuys 6.12
BapiadenbHicTh pocToBUX XapakTepucTuk npopoctkis A. thaliana gukoro

Tuny (WT, Col-0) i HokayT-MyTaHTIiB

. KoediuienT Bapianii (CV), %
Bapiart HoRastuK =0T 500-1 | Athsp90-4 | Athsp70-5 | Athsp70-14
1 g, cBiTIIO r 16,4 21,0 20,1 13,1 16,4
K 9,7 14,8 15,8 22.0 29.5
I'/K 19,5 32,0 28,9 26,9 36,1
Kninocrarysanns, | I’ 11,1 32,5 20,4 23,5 16,6
CBITJIO K 20,1 31,1 17,7 45,7 36,8
I'/K 22.8 52,1 38,0 44,2 37,9
1 g, TempsiBa r 9,1 10,8 26,5 15,9 13,7
K 12,9 15,4 24,5 24,7 29,3
I'/K 15,1 23,5 34,0 34,3 23,0
KminocraryBanns, | I’ 7,1 204 17,9 35,0 19,0
TEeMpsiBa K 9,1 18,8 20,8 14,2 28,5
I'/K 11,8 249 25,0 32,1 40,4
KninocraryBanns, | I’ 9.6 11,0 44,1 49,7 19,2
TO4KOBE Jxepeno | K 12,5 21,2 32,9 54,8 18,1
CBiTIIA I'/K 20,1 19,8 45,4 83,5 21,7
Ipasimporisnnit | o 31,2 62,6 53,9 34,6 34,0
BHUTUH KOpPEHS

[Mpumitka. I' — momxwnHa rimokorwuis; K — noexkuna kopens; [/K — croiBBimHOmICHHS
JTIOBKHUH TIMOKOTHJIS 1 KOPEHSI.

CKOpIIlIe MOKHA BU3HAYMTH SIK MoAyJtorounid. Tak, y BCIX JIiHIA KJIIIHOCTaTyBaHHS
OpU OCBITJICHHI NPHU3BOAWIO 10 (GOpMyBaHHS TIMOKOTHIJII MEHIIOI JOBXKHHH,
MOPIBHSHO 13 CTalllOHAPHUMU yMOBaMHU. MO’KHAa TakKOXX BIJIMITHUTH TI€BHY
TEHJICHITIO 0 3MCHIIICHHS IOBXUHU KOPEHS NP KIIHOCTaTYBaHHI, POTE 3aBISIKA
3HAaYHUM BapiallisiM IMOKa3HUKA Pi3HULS BUSBWIACH HETOCTOBIPHOO. Jl0OCTOBIpHUM
e(eKTOM TMpU KIIHOCTATyBaHHI y TeMpsBi Oyna OudbIla JOBXKWHA KOPEHS Y
npopocTkiB  Athsp90-1 1 Athsp90-4. CpiTino cnabkoi I1HTEHCUBHOCTI MpH
KJIIHOCTaTyBaHH1 BUKIIMKAJIO YaCTKOBE TallbMyBaHHSI PO3TATY TIMOKOTHIS Y BCIX
JHIA 1 TPUCKOPEHHSI POCTY KOPEHsS Yy BCIX JIHIA OKpiM Athsp70-5, TOPIBHSHO 3
BaplaHTOM KJIIHOCTaTyBaHHs Oe3 cBiTia. [Ipm 1pomy CIIBBIJHOIIEHHS JOBKWUH
TNOKOTWIB/KOPIHb BHUSBWIOCH MEHIIMM Yy BCIX MYTaHTIB 3a BUKIIOYEHHSIM
Athsp70-5, 110 MOXe BKa3yBaTH Ha BaXXJIMBICTb OCTAHHBOTO IS MiATPUMAHHS

POCTOBOI peaxiiii KopeHs MPHU OCBITJICHHI.
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3 aHami3y JaHUX LbOrO MiAPO3JALUTy BUILIMBAE, IO TOJIOBHUM (DaKTOPOM, SIKHIA
PEryiioe akTUBHICTh POCTOBUX IMPOLIECIB OKPEMHUX OPraHiB Ta iX KOOPAMHAIIIIO, €
CBITJIO, TOAI1 SIK TpaBiTallis IEBHUM YMHOM MOAYIIOE 1l pouecu. [Tpore rpasiTanis
€ PIBHOIIIHHUM 31 CBITJIOM PEryJaTOpoM opieHTalii pocty. Jedinut 3a okpemumu
HSP70 1 HSP90, He 3MiHIOIOYM KapAMHAIBHO PETYJISIII0 POCTY IMPOPOCTKIB 3a
pI3HOTO BIUIMBY TpaBiTallii Ta 3a pi3HUX YMOB OCBITJICHHS, B 0aratb0X BapiaHTax
MPU3BOJUB 70 3MIIICHHS I[EHTPaJbHOI TEHJICHII POCTOBHX MOKAa3HHUKIB, TOOTO
BUKJIMKAaB MPUCKOPEHHS a00 rajJbMyBaHHS POCTY, Ta, K MPABWIIO, - 10 3HAYHOTO
nocwiIeHHs BapiabenbHOCTI (heHoTutiB. [Ipo ocTaHHE CBiAYaTh OUTBINI Jiana3oHU
PO3KHUIY JaHUX Ta KOe(DIIIEHTH Bapiallii MOPIBHSAHO 3 AUKUM TUIOM (puc. 6.26—
6.33, Tabn. 6.12). lle Bkasye Ha Barowmicth sik AtHSP90-1, AtHSP90-4, Tak 1
AtHSP70-5, AtHSP70-14 nns crabimizaliii IiIacCTHIHUX PeakIliii pi3HUX OpraHiB Ha
HEOOX1THOMY (OYEBUJIHO, ONTUMAJILHOMY) PiBHI, X KOOpJWHAIII MK CO0O0I0 Ta
Opi€HTaLli y IpOCTOpI.

Pesynbrat anHamizy BKa3ylOTh Ha TI€BHI OCOOJHMBOCTI (DYHKIIIOHYBaHHS
okpemux HSP. Hanpukinan, 3MiHM pOCTOBUX MOKAa3HUKIB Yy MyTaHTIB Athsp90-1 1
Athsp90-4 6ynu crienuiYHUMH CTOCOBHO OpPTaHIB Ta 30BHINIHIX YMHHHKIB, IO
MOKHA TIOSICHUTH 3aJISKHICTIO BiJl BIAMOBIAHUX IIANEpPOHIB MEBHUX CYyOCTpaTiB.
[Topymenns excnpecii AtHSP70-5 y OUIbIIOCTI BaplaHTIB MPU3BOAMIO 10
3HHKEHHS POCTOBOi aKTUBHOCTI. Myrtanis no AtHSP70-14, HaBImaku, Majo
BIUTMBAJla HA IMECHTPAJIbHY TEHJCHIII0 POCTOBHX ITOKAa3HUKIB, NPOTE 3HAYHO
30UIbIIIyBaJIa J1arna3oH X pO3KUIY.

OTpumMaHni JaH1 TaKOX J03BOJISIIOTH IEBHUM YHHOM po3MexxyBatu BIuinB HSP
Ha pIiBEHb IUIACTUYHUX peakiiii Ta iX 3JaTHICTH A0 cTabumi3anii pOoCTOBHUX
mporeciB. SICKpaBUM TPHUKIAAOM MOXKYTh CIYXUTH €(EKTH CBITIAa HHU3BKOI
IHTGHCUBHOCTI TPU KJIIHOCTATyBaHHI: TIOCWUJIEHHS Y MYTaHTIB TrajbMyBaHHS
PO3TATY TIMOKOTHMIIS 1] BILTMBOM CBITJIa Ta, pa30M 3 TUM, 3HIDKCHHS CTAO01TBHOCTI
dboToTpomiuHoi peakiii. 3 1HIIOr0 OOKY, aHATI3 TPABITPOIUYHOT PEaAKIli MOKa3as,

o aAediuut 3a okpeMumu HSP npusBoauB 10 30UTbLIEHHS pO3KUAY 3HAYEHb, alie
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HE BUKJIMKaB 3MIIIEHHS LIEHTPAJIbHOI TEHJEHLII IPaBITPONIYHOIO BUTHMHY KOPEHS,

ocobnuBo y myTanTiB mo HSP90.

BucHoBku 10 po3ainy 6

Buknaneni y po3aiiai pe3yiabTaTd JIOCHIIHKEHb, y IIJIOMY, MATBEPIKYIOThH

yuacts marneponiB HSP90 y ctabinizyBanHi/KaHani3yBaHHI OHTOT€HE3Y POCIIHH.

Ha 3nauenns 3aranpHoi aktuBHOcTi HSP90, a takox oxpemux HSPI0 i

HSP70 nnst craGinizanii pocTy 1 pO3BUTKY POCIIMH 3a HOPMaJbHUX YMOB, TOOTO 3a

Jli CTOXaCTUYHUX MPOILIECIB, BKA3YIOTh:

Posmmpennst miana3oHy TEMITB POCTY TPOPOCTKIB €KOTHMIB A. thaliana,
30LIBIIEHHS YacTKU IMPOPOCTKIB 3 BHUPAXKEHUMHU MOP(OIOrTYHUMU
BIJIXWJICHHSIMH, ITIOCUJIEHHS 1X PI3HOMAHITHOCTI Ta CKJIAAHOCTI B pe3yJbTaTl
00poOKH XIMIYHO He3ajeKHUMHU 1HT161TopamMu HSPIO;

3HMKEHHS cTabUIBHOCTI TeMITIB () OPMYBaHHS JIUCTKIB PO3ETKU B pPE3yJIbTaTl
00po6ku iuribiTopom HSPIO;

3aTpuMKa Mepexo/y POCHHH 10 UBITIHHSA Ticas 0OpoOKM 1HTIOITOpOM
HSP90 ta y HokayT-myTaHTiB Athsp90-1, Athsp70-5 1 Athsp70-14,;
[Tocunennst BapiabeabHOCTI TEMITIB POCTY, OPMHU 1 pO3MIpIB MPOPOCTKIB, a
TaKOX KUIBKOCTI, (hOpMH, aOCONIOTHUX 1 BIIHOCHHUX PO3MIPIB OKPEMHX
opraHiB (B OCHOBHOMY, B paMKax HOPMaJbHOTO (PEHOTHITY) Y BCiX HOKAayT-
MYTaHIB /Sp MOPIBHSHO 3 TUKUM THUIIOM;

30utblieHHsT po3kuay 3HaueHb CV JOBXHMHM CTeOja MDK HepluMu 5
CTpyYKaMU KBITKOHOCY (TOCHJIEHHS aOCOJIOTHOTO PIBHA BHYTPIIIHBOI
HECTAaOUTBHOCTI) y BCIX HOKAyT-MyTaHiB Asp;

3HUKEHHS POCTOBOT aKTUBHOCTI MPOPOCTKIB Y Athsp70-3.

Ha ygacte okpemux HSP90 1 HSP70 y miaTpuMaHHI MJIACTUYHUX PEAKIlIA BKA3YeE:

3minu cmynenio peaxkyii (yenmpanoHoi menoeHyii)

MeHmia J0BXMHA TIMNOKOTWISA 1 OUTblIa JOBXHMHA KOPEHA MpH
KJIIHOCTAaTyBaHHI1 3 TOYKOBUM JOKEPEIIOM CBITJIA (mocwiieHHs

CBITJIOUYTJIMBOCTI1) Y BCIX HOKAyT-MyTaHIB Asp;
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MeHnmia 10BXMHA TINOKOTWIS 1 OUlblla JOBXKHMHA KOPEHsS, Ta MEHIUa
BEJIMYMHA 1X CIIBBIHOIICHHS Y Athsp90-1 ipu KITHOCTaTyBaHHI Y TEMPSIBI;
Menma paoBXHMHA TINOKOTWIS 'y Athsp90-4 mnpu KIIHOCTaTyBaHHI Ta
OCBITJICHHI,
MeHma noBXHHA OChOBUX OpraHiB MpopocTka y Athsp70-5 3a ail Bcix

YUHHUKIB.

3minu cmabinbHocmi peaxyii (po3kudy 0aHux)

binbina BapiaGeabHICTh JOBXHUH TIOKOTHIIS 1 KOPEHS Ta iX CIiBB1AHOIICHHS
y BCIX HOKQyT-MyTaHIB Asp 3a Aii BCIX HOCTIPKCHUX YHHHHKIB,

binbira BapiaOGenbHICTh JTOBXKHWH TIMOKOTHIISL 1 KOPEHs MpU 30€pEeKeHH] iX
CHIBBIAHOIIEHHS Y BCIX HOKayT-MYTaHIB /AsSp TpU KIIHOCTaTyBaHHI 3
TOYKOBUM JIKEPEJIOM CBITJIA;

3HayHEe TOCWJICHHS BapiaOeNbHOCTI T'PaBITPOIIYHOI peakilii KOpEeHs IpHu
30epeXeHH1 LEHTPAIbHOI TEHACHIIIT Y BCIX HOKAyT-MyTaHIB /Asp (B OKpEeMHUX
popocTKax Asp9(0 — HeraTuBHA peaKIlis);

[TosiBa MPOPOCTKIB 3 peayKOBaHUM pPOCTOM oprauiB y Athsp90-4 tnpu
CTalllOHAPHOMY POCT1 y TEMpSIBI;

[TosiBa IpOPOCTKIB SIK 3 PEIYKOBAHHM POCTOM TIIMOKOTWIS 1 KOPEHS, TaK 1
MIPOPOCTKIB 3 JOBI'MM KOPIHHAM y Athsp70-14 1ipu cTallioOHapHOMY POCTI y
TEMpSBI;

3HayHa BaplaOeNIbHICTh (DEHOTHUIIIB MPOPOCTKIB 3a PO3MIpaMu OChOBUX
opraHiB Ta 1iX TIPOCTOPOBUM pO3TallyBaHHsIM y Athsp70-14 t1pu

IPaBICTUMYJIALIT Y TEMPSBI.

Ha 3nauenns 3aranpHoi aktuBHOCTI HSP90 mutst ctabimizaliii HOpMaiabHOTO POCTY 1

PO3BUTKY POCIIMH 32 HASIBHOCTI T€HETUYHOTO MOJIMOP(i3MY BKa3YIOTh:

Posmmpenns (B pe3yibrari oOpoOKM XIMIYHO HE3aJEKHUMH 1HTIOITOpamMu
HSP90 —T'TIA 1 PA/l) niana3oHy TEeMIiB pOCTY, 30UTBIIICHHS YaCTKHA OCOOMH
3  BHUpPaXEHUMU MOP(OJOTIYHUMHU  BIAXWICHHSIMH, TMOCWICHHS  iX

PI3HOMAHITHOCTI Ta CKJIAJHOCTI y TPOPOCTKIB A. thaliana, BUpOIIEHUX 3
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HACIHHS POCIMH NPUPOJHUX MOMYJISIN, a TaK0X IMICISl ONPOMIHEHHS
HaciHHA ekotumiB Y D-B 1 y-paniaiiero;
e 30UIbIIIEHHS YaCTKU HEMPOPOCIOTro HAciHHS B pe3yJibTati 00pooku ['JIA 1
OJIHOYACHE 3MEHIICHHS YaCTKU MPOPOCTKIB 3 TOTAILHUMHU MOPYLICHHIMH.

Crit TakoX BIAMITUTH, III0 KO’KHA MyTaHTHA JIiHISA Asp Maja 0COOIUBOCTI 3a
CHEKTPOM 1 CTyNeHeM (PEHOTHUIIIYHUX 3MiH, 10 BKa3y€ HA MEBHY CHEHU(pIYHICTh
¢ynkmionyBanus Bianmosimuux HSP90 1 HSP70, iiMoBipHO, uepe3 BIAMIHHOCTI y
cyOcTparax 1 mpolecax, B IKUX BOHHM NEPEBaXXHO OepyTh ydacTb. OCOOIMBO CIIijT
NIJKPECIUTH HASBHICTh (EHOTUIIYHUX 3MIH Yy HOKayT-MYTaHTIB 32 CTpec-
iHaymoensHuMu  reHamu  AtHSP90-1 1 AtHSP70-5. OOugBa MyTaHTH
XapaKTepU3yBaIHUCAd MEBHUMHU (EHOTUIIIYHUMH OCOOJIMBOCTAMU 33 HOPMaJIbHHUX
yMOB: Athsp90-1 maB HaWOUIbLIy YacTKy aHOMAJIbHUX HPOPOCTKiIB, Athsp70-5
MOKa3yBaB 3HWKECHHS POCTOBOI aKTUBHOCTI 3a OLIBIIICTIO TOKAa3HUKIB.

Kpim Toro, BigMiueHO, 10 (PEHOTUIIYHI aHOMAaIii MPOPOCTKIB MYyTaHTHHUX
JHIA MOXYTh MPOSBIATHACA a00 KOpEryBaTHCsS Ha PIBHI OKPEMOTO MOAYJS, IO
Bkazye Ha Te, mo BmuB HSP90 1 HSP70 na Bu3HaueHHs MopdoreHeTHudHOi
IPOrpaMu MOKE B1JIOYBaTUCS AUCKPETHO HA PIBHI MOYJIS.

OTtpuMaHi JaH1 TIOKa3yloTh, 110 00poOka iHribitopamu HSP90 Hacinus micns
Jii TEHOTOKCUYHHUX (PAKTOPIB CIpHUsi€ BUSABICHHIO HAa PiBHI (PEHOTHUILY 3aJEKHOIO
BIJl IIAall€pOHA MPUXOBAHOTO TE€HETUYHOIO MOJIMOP(PI3MYy Ta eJIMIHYBaHHIO

abepanTHUX (EHOTHIIIB.

PesynbraTi excrnepuMeHTanbHUX JOCHTIKEHb JAHOTO PO3JILTy HAaBEJACHO B
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PO3JILI 7
AHAJII3 TA V3ATAJILHEHHS PE3YJIBTATIB TOCJIKEHHS

B pamkax gucepramiiiHoi  poOOTHM  IOCHIIKEHO  (YHKIIOHYBaHHS
MOJICKYJISIPHUX IIarepoHiB / OIKiB TerioBoro moky poauan HSP70 1 HSP90 na
PI3HHUX PIBHAX — MOJIEKYJIIPHOMY, KJIITUHHOMY 1 OpraHi3MEHOMY — Yy 3a0€31eUeHHI1
CTaOUIBHOCTI Ta TUIACTUYHOCTI mporecy (GopmyBaHHS (HEHOTUIy POCIHUH SK 3a
ONTUMAJBHUX, TaK 1 HECHPUATIUBUX YMOB 30BHIIIHHOTO cepenoBuiia. Brepiie B
paMKax €IMHOTO KOMIUIEKCHOTO MOCIHIDKEHHS MpOaHalli30BaHO Ta y3arajibHEHO
pI3HI HamnpsMKA (PYHKIIOHYBaHHS IHamepoHiB: 1) 11X poiap SK CUCTEMH
Hecnenu@diuHoi CTIMKOCTI 3a 3MIH (akToOpiB cepeloBula; 2) 3AaTHICTb
nuto3onbHX HSP90 perymoBatn reHHy excnpecito HSP 1 tum camum
KOHTPOJIFOBAaTH YHMCEIBHICTh KJIITHHHOTO TMyJy InanepoHis; 3) posb HSPI90 1
HSP70 y 3a0e3nedeHHi cTaOLIBHOCTI Ta IUIACTUYHOCTI POCTY, PO3BUTKY 1
dbopmoTBOpeHHs. Ha OCHOBI OTpUMaHMX AaHUX 1 aHANI3y JIITEPATypHUX JKEPE

3ampoOIOHOBAHO MOJIENb, siIKa MOEIHYE Pi3HI QyHKIIT maneponis HSP90.

7.1. Xapaxkrepuctuka reanoi exkcnpecii HSP70 i HSP90 3a pisnux ymosn
30BHIIIHHOI0 CepeI0BHUIIA TA ii 3B'A30K 3i CTINKICTIO POCIHH

B pesynbTari mociikeHb JAaHOTO PO3AUTY BH3HAUEHO MIIACTUYHICTH T€HHOI
eKCIIpecii Ha PiBHI TPAHCKPHUILIi 1 TPaHCIHLIT 3a BIUIMBY BHUCOKOI TEMIEPATYpPH,
BOAHOTO ne(iuTy Ta 3aTOIUICHHS, a TaKOX HE3BUYHUX MJIs POCIUH 3MiH
IpaBITALITHOTO HABaHTAKEHHS Ta 1X 3B'A30K 31 CTIMKICTIO OpraHi3my.

[InsxoM CHCTEMHOro aHali3y KIHETHMKM TE€HHOI eKcrpecii 0araTouJeHHUX
ponun HSP70 1 HSP90 y monenbHOi pocnuHu A. thaliana BusiBneHo cnenudivHi
JI0 YMHHUKA (BHCOKa TemIeparypa 1 BOAHHH JediluT) 0coOJMBOCTI peakiii
okpeMux wieHiB. [Tokazano, mo B peakiii TernoBoro moky (mpu 37°C) kiHeTuka
eKCIIpecii Maja KIaCHUYHy JJIA CTpec-peakilii mapadonoigny GpopMy 3ai1exHOCTI 31
mBuakow (B mepuri 0,5 rox) aktupaiiero Bcix 12 mociimkenux rexiB HSP70 1 9

rediB HSP90, sixi KOAyloTh 130popMH 3 PI3HOIO CYyOKIITHUHHOIO JIOKaTi3all€lo,
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cepell IUTO30JbHUX — SIK KOHCTUTYTUBHI, TaK 1 IHIy[MO€bHI. Y BIANOBIAl POCIUH
Ha IOCTYIOBHM PO3BUTOK BOJHOIO JAC(INHUTY BHUSABJICHO aKTUBAIIKD OIBIIOCTI
IeHIB BHILE IEBHOTO IOPOTOBOrO pIBHA (pakTopa, SIKMW BIANOBIAB MOYATKY
raJIbMyBaHHS POCTOBHUX TMPOIIECIB, MPOTE cepeid IHAYIUOETbHUX TEHIB 3HAYHY
aKTUBAaIli0 mokasaB ymie AtHSP70-4. B npodinasax reHHoi ekcnpecii BU3HAYEHO
0COOJIMBOCTI CTOCOBHO 0a30BOr0 PiBHS, IIBUAKOCTI Ta CTYNEHS 3MIH, L0 BKa3zye
Ha crenu(ivHUi BHECOK KOKHOTO WieHa Yy (PYHKI[IOHYBaHHS KIITHHHOTO MYITy
IIaTIepOHiB SIK 32 HOPMaJbHUX YMOB, TaK 1 32 BIUIMBY HECTIPUATIMBHX YUHHUKIB.
30Kpema, BIIMIYEHO BUCOKHUH piBeHb ekcipecii reHa AtHSP70-1 1 cyMapHO TpbOX
AtHSP90, sKki KOAYHOTh KOHCTHUTYTHBHI OUIKM IIMTO30J10, IO BKa3ye€ Ha ix
3HAYUMICTh IS MIATPUMAaHHS MPOTEOCTa3y KIITUH 3a OyAb-sSKux yMoB. Takuit
BHUCHOBOK Y3TOJDKYETHCSI 3 JaHUMU IPO T€, 10 MOPYILIEHHS eKCIpecii LUX T'eHiB
MPU3BOJNTH O BTPATH BUKMBAHOCTI opranizmy (Sangster et al., 2007; Cazalé et
al., 2009). Cepen reHiB, 0 KOAYIOTH OUIKH OpraHes, HalOUIbIIY PEaKTHBHICTH
BUSIBJICHO y MITOXOH/IpIaJbHUX YJICHIB.

Binmiueno nudepeHuiiiHuil xapakTep ekcrpecli 1HAYUMOETbHUX TIEHiB.
30KkpeMa, BU3HAYHO MEBHHUM piBeHb TpaHckpumiii AtHSP70-4 3a HOpMalbHUX
YMOB 1 HIBUJKY TMOTY>XHY IHIYKIIIO y BIAMOBIb Ha oOuaBa ¢dakTopu. JIBa iHIi
iHaynmubensHi rean AtHSP70-5 1 AtHSP90-1 wmaibke HE eKCIpecyBaaucs 3a
HOPMAaJIbHUX YMOB, JIy’Ke c1ab0 pearyBajiv Ha MOCHWJICHHS BOAHOTO Ne(iluTy, B
TOH 4Yac AK B peaklii TeII0BOro MIOKY iX 1HIYKIIA BiAOyBajach Ha BUCOKOMY PiBHI
(xoua 3 menHmow, HiX y AtHSP70-4, mBunkictio). Ha migcraBi 1boro Hamu
3po06sieHO0 BUCHOBOK, 110 AtHSP70-4 Mo)kHa BBakaTH OCHOBHUM 1HAYIIHMOCIHBHUM
YJICHOM IIMX JBOX POJIMH MIanepoHiB y A. thaliana, a AtHSP70-5 1 AtHSP90-1 —
JOJIATKOBUM 1HAYIIMOETFHUM KOMIIOHEHTOM, SIKHI € BaXJIMBUM Yy 3aXHUCTI KIITUH
BiJl MPOTEOTOKCHUYHUX €(]EeKTIB BUCOKOI TeMmIeparypu, aje ciiabo pearye Ha
BOJHUU J1ediluT.

[To3umist 1OM0 3HA4YEHHS JOJATKOBOTO 1HAYIHOETHHOTO KOMIIOHEHTa Y
3a0€3MeUeHH] CTIMKOCTI POCIMHHUX KJITHUH MIATBEPIKEHA HAMM 32 JOMOMOIOIO

HOKayT-MyTaHTiB Athsp70-5 1 Athsp90-1. Tax, nopyiieHHsi €KCIpecii X TeHiB
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MPU3BOJWIIO /10 3HUKEHHS BUKMBAHOCTI 3apOJIKIB HACIHHS 1 MPOPOCTKIB 3a Ail
MOTEHIIIMHO JIETAIBHUX 703 BUCOKOI TeMIlepaTypH 1 JI0 OUIBLIOTO MPHUTHIYCHHS
POCTOBOI aKTHUBHOCT1 32 YMOB BOJHOIO J€(ILUTY, MOPIBHIHO 3 JUKUM THUIIOM 1
HOKayT-MyTaHtamMu Athsp70-14 1 Athsp90-4 3a reHaMu 3 KOHCTHUTYTHUBHOIO
ekcrpeciero. BinmiueHo, 1o cyrreBuili BHecok AtHSP70-5 1 AtHSP90-1 'y
TEIUJTOCTIAKICTh OOYMOBIIIOETHCS BUCOKUM PIBHEM X THIYKIIIT B peakKiiii Ha BUCOKY
temriepatypy. Ilpore ydacTth y mMiATpUMaHHI POCTOBOi AKTMBHOCTI 3a BILUIUBY
BOJIHOTO JIepiuTy BIAMOBIZa€ BKpail HU3BKOMY PIBHIO iX ekcmpecii. Ha migcrasi
IILOTO 3POOJICHO BHCHOBOK MPO BAXJIMBICTh HABITh HEBEIUKHX KiTBKOCTEH IHUX
IHIYyIMOeIbHUX YJICHIB JUJIS 3aXWCTYy KJITHH BiJ 3HEBOJAHEHHsA. Bu3HaueHo, 110
BIIUB AtHSP70-5 Ha CTIMKICTh POCIUH 3a [1i 000X YMHHMKIB OUIbII 3HAYMMUMH,
HiK AtHSP90-1. Otxe, HasBHicTh y poaunu HSP70 A. thaliana nBox
IHIyIMOEIbHUX YICHIB, MOPIBHSAHO 3 OAHUM 1HAyHuOenpHuM HSPI0, iHmykitis
AtHSP70-4 y BinmoBinp Ha pi3HI YMHHWKA 1 Outbmuii BHecok AtHSP70-5 y
CTIMKICTh KIITHH TOpIBHAHO 3 AtHSP90-1 mupuBenu HAac 10 BHCHOBKY PO
npoBiaHy poJib maneponiB HSP70, nopisusino 3 HSP90, y 3a6e3neuenHi CTINKOCTI
pocnuH 1boro Bumy. Lle y3romkyerbes 3 icHytouumu ysiBieHHsmu npo HSP70 sk
rojoBHy poauny HSP y 6arareox BuaiB (Serensen et al., 2003).

Ha npuknani n1Box reHiB A. thaliana Hamu TOBEIEHO, IO €KCIIPECIS OKPEMHX
HSP xapakTepu3ye€ThCsl TKAHMHHOIO JIOKaJIi3aIll€l0, IO CBITYUTH IIPO IEBHY
cnenudiuHICTh (PYHKIIOHYBAHHS BIAMOBIAHUX IIANEPOHIB. [HTEHCUBHY €KCIIPECIIO
rera mitoxoHapiansHoro Oinka AtHSP70-10 BusiBneHo B rizatogax i mpuiIMCcTKax
CIM’SJ10Jb 1 CIIPaBXKHIX JIMCTKIB, KJITHHAX KOPEHEBOI IIMUKH 1 IEHTPAIHHOTO
nuIiHApa kopens. Excrpecis  reHa  muto3onbHoro  Outka  AtHSP90-2
JIETEKTyBajacs B YCIX opraHax, Ha BHCOKOMY pIBHI — B TPOBIJIHHUX IYyYKaXx,
napeHxiMi, rijarofgax 1 MPWIMCTKAX CIM sIONb 1 CIpPaBXHIX JIMCTKIB. BusBieHo
BapiabenbHICTh IHTEHCUBHOCTI ekcrpecii AtHSP90-2 mix 1HAUBIAyyMamu. 3a
BIUTUBY BHCOKOI TeMIeparypu 1 BOAHOTO JedilUTy BHU3HAYEHO 3MIHH B
IHTEHCUBHOCTI €KCIpecii IIUX T'eHIB IpH 3arajbHOMY 30epexeHHi1 iI TKaHUHHOT

JIOKaJT13aIni.
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3a pe3yJibTaTamMu aHali3y Ha piBHI OuIka, mposeaeHoro ains HSP70 B peakuii
A. thaliana Ha BUCOKY TeMIIEpaTypy 1 IPYHTOBE 3aTOIUICHHS, MiATBEPIHKEHO
napa®oioiHUN XapakTep KIHETUKM CHUHTE3y IHAyUMOENbHOro OLIKa, KU 3a
MOJIEKYJIIpHOIO Macow BianoBinae AtHSP70-4. lle minkoMm y3rokyerbes 13
ICHYIOYUMHU YSBJICHHSMH TpO Te, IO cTpecoBa iHAyKIiss cuHTesy HSP70
BiIOyBa€ThCS y MEpIIl XBWIMHU i1 (akTopa, 3HAYHO MOCHUIIOETHCS MPOTITOM
KUIBKOX TOJMH, ITICJISI YOO CIajgae J0 PiBHs, OJIM3BKOrO 10 IMOYATKOBOTO, IO
3a3BMYail  TOB’S3YE€ThCS 3  BIJHOBICHHSM TroMeocTasy, ToO0To «¢a3oro
pe3ucTeHTHOCTI» cTpec-peakuii (Maprynuc, ['yxxosa, 2000; Schumann, 2001;
Kocakiceka, 2003). OgHak, mpoBeJeHE HaMU TECTYBaHHS CTaHy POCIWH TICHsS
TEIJIOBOI €KCITO3UIIIT 10Ka3ajo, 0 B JaHOMY BUMAAKY 3HMXEeHHs BMicTy HSP70 B
KJIITUHAX BIAMOBIJAE MPUTHIYEHOMY CTaHy POCIHMH Ta iX 3arubeni, To0TO «(dasi
BucHaxeHHs». Kinernka cuntesy HSP70 npu 3arommenni y dopmi mapaboiu
TaKOXK BIAMOBIJada OOMEXEHIH CTIMKOCTI POCIWH JaHOrO0 BHUAY [0 I[bOTO
cTpecopa.

Ockiibku  MoAenbHUM BUJ  A. thaliana XapakTepu3yeTbCsl MOMIPHUM
aJanTallifHIM ITOTEHIIAJIOM, BHUAABaJIOCh JOIIJILHUM NEPEBIPUTH OTPUMAHI IS
HbOT'O 3aKOHOMIPHOCTI Ha BHJIaX POCIWH 3 IHIIUM J1alla30HOM CTIAKOCTI. Jlms
IILOTO HaMH TPOBEICHO TMOPIBHAJIBHUN aHANI3 TUHAMIKH CHHTE3Y ITUTO30JIbHHUX
HSP70 y crpec-peakiiii Ta aganTaiiii pocliviH 3a BIUIMBY BHUCOKOI TeMIIEpaTypH,
IPYHTOBOI'O 3aTOIUIEHHS 1 IPYHTOBOI NOCYXM Yy BHJIB, SIKI BIAPI3HSIOTHCS 3a
apeajioM 1 aJaliTUBHUM MNoTeHIanom: A. thaliana (Brassicaceae) mOpiBHIOBAIM 3
miacTHyHUMHU Me3oditamu Malva silvestris, M. pulchella (Malvacea) 1 Sium
sisaroideum (Apiaceae) Ta rigpoditom Trapa natans (Trapaceae). OTpumani
pe3yibTaTH CBIiTYaTh MPO CYTTEBI BIAMIHHOCTI KiHeTHKH cuHTe3y HSP70 y BumiB 3
pI3HUM QJaNTUBHUM IIOTEHIIAJIOM Ta ICHYBaHHSA CHIJIbHUX 3aKOHOMIPHOCTEH.
[TokazaHo, MO Ha TOYATKy BIUIMBY YMHHUKA 3aXUCT KIITHH BiIOyBa€ThCSA 3a
paxyHOK (YHKIIIOHYBaHHS ICHYIOUOTO Tyny muro3oiasHux HSP70, Tomi sk
301BIIICHHS. 703U YMHHWKA BHUKJIMKA€ AKTHUBAIlII0O CHHTE3y KOHCTHTYTUBHHX Ta

iHaynmuOensHuX OUTKiB. Bu3Ha4eHO, 1O CUHTE3 1HAYIHOETHHOTO KOMITOHEHTA
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MIOYMHAETHCS TICHSI TIEBHOTO Jar-mepiogy, M0 BKa3ye€ Ha ICHYBaHHS J030BOTO
nopory. BigMiueHo, 10 BHJIOBI OCOOJMBOCTI OIKOBHX MPOQIIIB CTOCYIOThCS
KUIBKICHUX 1 YacOBHUX IIOKa3HWUKIB KiHetuku HSP70, skxi BIOMOBIIAIOTh
diziomoriunuM 3MiHaM. B cTpec-peakiii Ha TOCTpY [if0 YWHHUKA (BUCOKY
TEMIIEpaTypy, 3aTOIUICHHS) CTIWKIII BUIM XapaKTepU3yIOTHCS AaKTUBHINIUM
cuHTe30M KoHCTHUTYTMBHMX HSP70, a Takox OuiblI TpHBaJIMM Ta 1HTEHCHBHUM
CHUHTE30M IHIyIHOeIpHUX OLIKIB. B ekcrepuMeHTax i3 3aTOIUICHHSM aKTHBAIlis
cuntesy HSP70 B nuctkax 3a nii KOpeHEBOI TIMOKCIi MOKaszaja CHCTEMHUI
XapakTep BIAIMOBIJI HA JIOKAJII30BaHy A0 YWHHHUKA. B ekcrnepuMeHTax 3 Mocyxu
JOBEACHO, IO MiJg dYac ajamnTtamii poCIuH [0 TOCTYINOBOTO IOCUJICHHS
IHTEHCUBHOCTI (haKTOpa MiATPUMAHHA MPOTEOCTa3y KIITUH BIIOYBAETHCS ILISAXOM
noctynoBoro 3pocrtanns BMmicty HSP70. Ha mpuknani 1Box BHIIB MajdbBHU YITKO
MOKA3aHO, 110 MPOTITOM PO3BUTKY BOJHOTO nedinuty 30uibiieHHs myixy HSP70
MIOYMHAETHCS 32 PAXyHOK aKTHBAIlli CHHTE3y KOHCTUTYTUBHOTO KOMITOHEHTA, TOI1
SK TIofanbllne 3OUIBIICHHS J03M YWHHUKA BHUKJIMKA€E 1HIIIANIO CHHTE3Y
1HayIMOenpHOTO OlTKa. BU3HAUE€HO MO3UTHUBHUI B3a€MO3B’SI30K 0a30BOr0 PiBHS
HSP70 (ix BMiCTy B JUCTKax 3a OJHAKOBHX HOPMAJIbHHX YMOB) 3 aJIallTUBHUM
MOTEHI[1AJIOM POCIIUH.

KpiMm TOro, B eKkcrmepMMeHTax 3 3aTOIUICHHSAM KOPEHEBOI CHCTEMH Ha
MPUKIIAJl JBOX KOHTPACTHHX 3a CTIHKICTIO BHJIIB IOKA3aHO B3a€EMO3B’SI30K MIXK
peaKIli€ro manepoHiB 1 cnenudiuHo aJanTalico Ta BU3HAYEHO 0COOIMBOCTI 1IUX
IPOLIECIB 32 HAsIBHOCTI Ta BIACYTHOCTI Yy BHJIB 3JaTHOCTI 10 MOPQOJIOT14HOT
amanTanii. J[Jis boro npoBeIeHo MOpiBHUIBHUMN aHai3 A. thaliana, cipoMOXHOTO
NEPEHOCUTU JIMIIE HETpUBaJIe 3aTOIUICHHS, 1 S. sisaroideum, SKUW YCIIIIHO
aJanTyeThCs N0 Takux ymoB. JloBenmeHo, mo B aganramii . sisaroideum
BUPIIIAJILHY POJIb BIAIrpaE TeHETUYHA JCTEPMIHOBAHICTh KOMILJIEKCHOT BIAMOBIII
Ha KOPEHEBY TINOKCII0 Ha PI3HUX PIBHAX OpraHizaiii, sika BKJIIOYA€E BUCOKY
iHTeHcuBHICTh cuHTe3y HSP70 (xommonentra Hecnemmdiunoi peakmii) 1 AT
(bepmenty crenudiuyHOi aHaepoOHOT ajamnTallii) MPOTArOM IMEpioay YTBOPEHHS

CHUCTEMHU aCPCHXIMOHOCHHMX aJBEHTUBHHX KOpPEHIB (MOpGOJIOTIYHOI agamTarii), a
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TAaKOX KOONEpAaLil0 aepoOHHX 1 aHAEPOOHMX EHEPreTUYHMX IPOIECIB y Yacl Ta
npoctopi. HaBnaku, 3maTHICTh A. thaliana TEpPEeHOCUTH JHINE HETPUBAJE
NIEPE3BOJIOKEHHS TPYHTY, 3a HAIlMMU JaHUMH, TIOB’S3aHa 3 IOMIPHOO
tuMmuacoBoro iHaykiiero HSP70 1 AJII, a TakoX HE3AATHICTIO O YTBOPCHHS
po3BuHeHoi aepenximu (Miihlenbock et al., 2007). Taki pe3yabTatd MOXHa
TPAKTYBaTHU SIK HE0OXIOHICMb 30iNbUEeHHs KIIMUHHO20 Ny Waneponie (30Kkpema,
HSP70) ona 3abesneuenus npomeocmasy KIMuH nid 4ac 3MIiHU MPAEKMOPIi
PO3BUMKY POCIUHHO20 Op2aHi3My, SIKa BiIOYBAa€ThCs IiJ] BIUIMBOM KOPEHEBOI
TINOKCIi y BUAIB, PI3HUX 33 TEHETHYHO 3allpOrpaMOBaHUMU HUIAXaMU aHAaepOOHOT
aganTallii — HasIBHOCTI MeTa0O0IIYHOI Ta CTPYKTYpHOI afanTaii y S. sisaroideum 1
Juiie MeTabomivHoi ananrarlii B 4. thaliana.
3arajomM JaHi HalIMX €KCIEPUMEHTIB 3 BUBYCHHS KOHTPACTHUX 3a CTIAKICTIO
BU/IIB IOBOJSTH, 110 KiHeTHKa cuHTe3y HSP70 € iHpopmMaTUBHUM MOKa3HUKOM IMIPU
BHUBUYEHHI MOJIEKYJSIPHUX OCHOB PE3HCTEHTHOCTI BHUJIB POCIMWH, IO paHime 0yJio
nokaszano j1st TBapuH (Tomanek, Somero, 2000; Tomanek, 2002; Timofeyev et al.,
2009; Illlatununa u ap., 2010; Shatilina et al., 2011; Bedulina et al., 2013).
OTpumaHi HaMH PE3yNbTaTH MiATBEP/HKYIOTh IMOJOKEHHS MPO TE, IO PIBEHb
Hecnenu@IuHUX 3aXUCHUX KIITUHHUX MEXaHI3MIB [MO3UTUBHO KOPENIIOE 3
BUTPUBAIICTIO OPraHi3MiB 1 TEMIIAMU KOMIUIEKCHOI ajanTallii 10 3MiH 30BHIILIHIX
yuHHUKIB (Ky3uemos, 2001; Kopmrom u gp., 2003; Leone et al., 2003).
Crneundiusi a5 BUIB 3 P13HOIO CTIMKICTIO 0COOIMBOCTI KiIHETUKH cuHTe3y HSP70
MOXXYTh OOYMOBIIFOBATUChH BapiallisiMU B PETYJISATOPHUX 1 KOAYIOUUX IUISTHKAX
rediB (Serensen et al., 2003) Ta noB’s3yBaTUCh 13 BIAMIHHOCTSIMU 1HIIKX
aJlalTUBHUX MEXaHI3MIB, 10 MOTpeOye NOrIrOIeHOr0 BUBYEHHS B MOAAIIBIIOMY.
Bapro BigmiTuTH, 1m0 aiua iMmyHoaeTekmii 6inkiB HSP70 y pocnuH pizHHX
BUJIIB HAMU BUKOPHCTAHO OJIHI MOHOKJIOHAJbHI aHTWUTLIA. HasBHICTE y BHIIB
pizHux poaun OuikiB HSP70, cnopigHeHHX 10 OAHUX AHTUTLUI, MIATBEPIKYE iX
BHCOKY TOMOJIOTIYHICTh 1 BKa3y€ Ha JIaBHE IMOXOJDKEHHS Ta KOHCEPBATHUBHICTH
¢ynkuii. Ile TOBHICTIO y3roJKy€eThCsl 3 BUCHOBKaAMU IHIIUX aBTOPIB, 3pOOJIEHUX

Ha OCHOBI JlaHWX OioiH(pOpMAIiitHOTO TeHETHYHOTO aHami3y 1€l poauan (Gupta,
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Golding, 1993; Boorstein et al., 1994; Lin et al., 2001). OTxe, oTpuMani HamMu
pe3yiabTaTH JO03BOJIMJIM 3pOOMTH BHCHOBOK NP0 T€, IO 6UO0BI 0COOAUBOCHI]
Kinemuxku cunme3y HSP70 ma ix micHuti 83a€M038 830K 3 npoyecamu
MemaboniuHoi, izionociuHol ma cmpyKmypHoi aoanmayii KONCHO20 6uody
8KA3YIOMb HA NPUCMOCYB8AHHA KOHcepsamugHoi poounu HSP70 0o adanmueHnux
ocobusocmeti 6udy nNpoOmMA2OM Pilo2eHemUUHO20 PO3BUMKY.

dopMyBaHHA CHCTEMH IIANEPOHIB SK CHCTEMH HecHerudigyHOI CTIMKOCTI
KJIITUH B11I0yBajocd B 3€MHUX YMOBAaxX 3a MOCTIMHOIO BIUIMBY BEKTOpa IpaBiTarlii
1 g. IlpoTe 3 KOCMIYHUX E€KCIIEPUMEHTIB BIOMO, IO SIK BIJICYTHICTH I'paBiTali,
TaKk 1 KOpPOTKI TMepiojau TimeprpasiTailii HE € KPUTHYHUMHU IS ICHYBaHHS
oprani3miB (Kordyum, 2014). [Ins BupimieHHs QyHIaMEHTaIbHOI NpoOJIeMH, YU
OepyTh ydacTh MIANIEPOHU B PEAKI(ll POCIUHHUX KIITHH HA HE3BUYHI /I 36MHUX
opraHi3MiB ()aKTOpH — TrineprpapiTaIliio 1 MIKpOTpaBiTaIlil0 — HAMU MPOBEICHO PsJT
HA3eMHHUX EKCIIEPUMEHTIB, IO BiAOYBaJIOCh OJHOYACHO 3 JOCIHIDKCHHSIM ITi€l
npo0eMH B MOJBOTHUX €KCIIEPUMEHTAX 3aKOPJOHHUMH KOJIETaMU 1 TIPU3BEJIO 10
noAiOHuX BUCHOBKIB (Shagimardanova et al., 2010; Paul et al., 2012; Zupanska et
al., 2013; Fengler et al., 2015).

3a HalUMU JaHUMH, BIANOBIAb POCIMHHUX KIITHH SK Ha CHUMYJbOBaHY
MiKporpaBiTaiito (TOpU3OHTalIbHE KIIHOCTaTyBaHHA, 2 00/XB), Tak 1 Ha
30UTBIIIEHHS TPABITAIIMHOTO HABAHTAXKEHHA (LCHTPpU(YTYyBaHHS) MPOSBISETHCS Y
TUMYAcOBIN mociigoBHiN akTuBaiii cuatesy HSP70 1 HSP90, mio € inagukaTopom
cTpec-peakuii. B peakuii Ha rimeprpasiTamilo CTYMiHb 1 TPUBAJICTh TaKOl
aKTUBAIIT 301IBIITYBAIUCH 13 CUJIOKO TSKIHHS Ta TPUBAIICTIO 11 Aii.

Buznaueno, 1m0 iCHyBaHHS  pOCJIMHHOTO  OpraHi3My 3a  yMOB
KJIIHOCTaTyBaHHS / CUMYJIbOBAHOI MIKpOTpaBiTaIlli MPOTATOM TPUBAJIOTO MEPIOLy
MIPU3BONTH JI0 TMIEBHOTO MMIIBUIIICHHS PIBHS eKcrpecii reHiB nuTo30apbHuX HSP70 1
HSP90. 3a pmomomoroio IDPA B edekTi KIIHOCTAaTYyBaHHS HaMHU BIEpIIE
BIIOKpEMJICHO €(eKTH «0OepTaHHS» 1 «IOJOXKEHHS» CTOCOBHO CHHTE3Y
nuro3zoiapHux HSP70 1 HSP9O0, 1 mokasaHo, 1110 cuMyJibOBaHA MIKpOTpaBiTallisi Ma€e

HEBEJIMKHM, aje CTaTUCTHUYHO 3HAa4YyIIM{d BIUIMB. Y IUIOMy, OTpUMaHl JaHl
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Y3rO/KYIOThCA 3 pe3yjibTaTaMM 1HIIUX JOCHIAHUKIB, SIKI MOKa3alu aKTUBAILIO
ekcripecii okpeMux HSP B pOCAMHHUX KJIITHHAX 32 YMOB KOCMIYHOTO TOJIbOTY
(Shagimardanova et al., 2010; Paul et al., 2012), a Takox cTaJii TIAIPYHTSIM ISt
BHCHOBKY MpO T€, 110 B ajamnTaiii 10 HEe3BUYHUX YMOB KIIITHMHH 3aCTOCOBYIOTH
HasBHI B HUX MexaHi3mu (Kordyum, 2014).

KpiMm ToOro, HamMm BHepiie I[OKa3aHO, IO TpHUBaje KIIHOCTATyBaHHS
NPU3BOJNTE JO TIOCHJICHHS CTPECOBOi 1HAYKINI reHiB nuro3oidbHuX HSP70 1
HSP90 B peaxiiii TEMI0oBOro moKy Ha piBHI K TPAHCKPUIILIL, TaK 1 TpaHCIALIi, a
TAaKOXX JI0 TOCWJICHHSA TEIUIOCTIHKOCTI pociuH. Ha mimcraBi mporo 3po0ieHo
BHUCHOBOK, III0 PICT POCIMH 32 YMOB KJIIHOCTATyBaHHS CIPUYMHSAE BUHUKHECHHS
NepPeXpPecHoOi CTIMKOCTI, 30KpeMa 0 BHCOKOi TeMIEpaTypHu. 3arajoM BHU3HAYEHI
edeKTH TPUBAJIOr0 KJIIHOCTATYBAHHS MM IHTEPIPETYEMO SIK aJalTUBHHUM aKT,
TOOTO BCTAHOBJICHHSI HOBOTO (h1310JIOTTYHOTO CTAHJIAPTY, XapaKTEPHUMH O3HAKaMU
SIKOTO € 301mbIneHHst 6a3oBoro piBHs 1uTo3ombHUX HSP70 1 HSP90, mocunenus
TOTOBHOCTI KJIITHH JI0 CTpecoBoi iHAyKIii nux HSP 3a BIimuBy iHIIUX CTPECOPIB 1,
BIJIMOBIAHO, MiABUILEHHS CTIMKOCTI. BaXiIMBO MiIKPECIUTH, IO B HAIIOMY
EKCIIEPUMEHTI BUHUKHEHHS TEPEXPECHOi CTIMKOCTI BIAOyIOCS TiJ BIUIMBOM
YHUHHUKA, HE3BUYHOTO VISl POCIIMH SIK 36MHUX OpraHi3MiB.

OOroBopro0UN Ii 3aKOHOMIPHOCTI Yy 3B’S3Ky 3 MpOo0JIEeMOI0 (EeHOTUIIYHOT
IUTACTHYHOCTI POCIWH, BIIMITUMO HAaCTyIHE. 3 KOCMIYHUX €KCIIEPUMEHTIB B1JIOMO,
o0 3a BIJCYTHOCTI TpaBITallMHOIO CTUMYJIY (OPMOTBOPEHHS  POCIUH
BIJIOYBA€ETHCS B paMKax MOP(POreHeTHYHOI MporpamMu BHJY BIANOBIIHO 10 BCIX
iHmMx yMmoB cepenouiia (Mepkuc, 1990; Kopatom u ap., 1994; Kordyum, 2014).
I pazom 3 THM, SIK 32 HAIIUMHU CIIOCTEPEKCHHSAMHM, TaK 1 3a JAaHUMU JITEpaTypH,
dbopmyBanHs  (HEHOTUITy 3a TaKUX YMOB  XapaKTEPU3YEThCS  3HAYHOIO
KOHTHHYaJIbHOIO BapiaOesbHICTIO IPOCTOPOBOrO po3TallyBaHHs opradiB. lle
IPU3BEJIO HAC JI0 YSABJICHHS IPO BIJICYTHICTh KaHAII30BaHOI MMPOTrpaMu BIAIOBIIL
HA HE3BUYHI /Ui 3€MHHMX OpPraHi3MiB YMOBH. Taka CHUTyallis KapJIWHAJIbHO
BIJIPI3HSETBCS BIJl TPABITPOIIYHOI peakiii, sika € KaHaJI130BaHOI IJIACTUYHOIO

BIJIOBIJI0 OPTraHiB POCIMH Ha 3MIHY HalpsIMKY BeKTopa rpasiTauii. OTke, HaMu
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3p00JICHO BUCHOBOK IPO Yuacms WaAnepoHie y cmpec-peakyii ma aoanmayii
KIIMUH 00 YMO08, 00 SKUX 6 POCAUH BIOCYMHS 2eHEeMUYHO OemepMIHOBAHA
naacmu4Ha 6i0no6ioo.

Ha cporogni Bxke 3araJlbHOBU3HAHUM € ITIOJIOKCHHS IIPO Te€, MO 1HIYKIISA
cunte3y HSP € BaxImBUM MOJIEKYJIPHUM MEXaHI3MOM Yy 3a0e3MedeHHI CTIMKOCTI
KIIITHH 10 HecpuaATauBuX 3MiH cepenoBuia (Feder, Hofmann, 1999; Serensen et
al., 2003). 3 BUKOpPHUCTaHHSAM DPI3HMX IMIJIXO0JIIB HAMU OTPUMAHO HOBI OpPHUTIHAJIbHI
JaHl, WO MIATBEP/UKYIOTh L0 TMO3MII0. 30KpeMa, 3 BUKOPUCTAHHSIM HOKayT-
MyTaHTiB A. thaliana Bu3Haueno BHecok iHAyunoensuux AtHSP70-5 1 AtHSP90-1
y 3abe3reueHHs] 6a3060i CTIMKOCTI POCIWH JO BUCOKOI TeMIIEpaTypH 1 BOJHOIO
nedimuty. Yuacte umrozoibHux HSP70 1 HSP90 B imOyxosawiii cTifiKOCTI
MPOUTIOCTPOBAHA HA NPUKIAAl 1HAYKINI TETUIOCTIHKOCTI POCIWH B PE3yNbTaTi
nonepesHboi OOpOOKH CyOJIeTaJIbHOK TEMIEPATypor0. YYacTh IHMTO30JbHUX
HSP70 1 HSP90 y mnepexpecHhiii CTIMKOCTI MOKa3aHa Ha MPUKIAJl MiJIBUIICHHS
TEIJIOCTIMKOCTI POCHWH TMiJ BIUIMBOM KJIiHOCTaTyBaHHsS. Ha miacraBi 1»0T0
3p00JICHO BUCHOBOK MPO T€, IO 0iana3oH CMIUKOCMI OP2aAHI3MY € OUHAMIYHUM, 1
o iHoykyiss HSP, 3okpema HSP70 i HSP90, mae axcnuse 3HayenHs y 6U3HAUEHH]
MedHc Yb02o 0ianazoud.

CTOCOBHO 6a308020 (koHcmumymuenozo) pienss HSP Bumie Biamivamocs, 1mo
MOPIBHSHHS POCJIHMH I'STH BUIB 32 OJHAKOBUX, OJMM3bKUX J0 ONTUMAIBHUX YMOB,
BUSBWJIO MO3UTUBHUM 3B'A30K MK KOHCTUTYTUBHUM piBHeM HSP70 1 anantuBHUM
TIOTEHIIiAIOM pocinH. Moro 3HayeHHS MOXeE MOJATATH B TOMY, IO iCHYIOUMH B
KJIITHHI 32 HOPMaJbHUX YMOB ITyJI IIANIEpOHiB 3a0e3neuye cTablabHUM TPOTeoCcTas3
npu  Quiykryanisax (¢akTopiB CEpeloBUINA HIXKYE IEBHOrO MNopory. binbmimit
0a30BHil PiBEHH IIATICPOHIB JIO3BOJISE 3B’s13aTH OUIBIIIE HEHATUBHUX OLIKIB 1 THM
caMuM TiaiiimMae mopir 1Haykmii reHiB HSP mpu crtpeci. ¥V 3B’a3ky 3 mum,
BAXKIIMBUMU MOXYTh OyTU 6iOminHocmi y pieui excnpecii HSP  wmioc
iHOugioyymamu, BuzHadeH1 Hamu st AtHSP90-2-GUS. 3 BenUKO0 BIPOTiTHICTIO

MO>KHA MPOTHO3YBATH, 1110 PI3HULA MIX OCOOMHAMH y 3JaTHOCTI 10 cuHTe3y HSP
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OyJe BIAOMBATUCS HA CTa0UIBHOCTI KIIITUHHOTO TOMEOCTa3y 32 HOPMAJIbHUX YMOB 1
Ha CTIMKOCTI JI0 3MiH 30BHIIIHIX (PaKTOPIB.

TakuM 4YWHOM, OTpPUMAaHI HaMU PE3yJNbTATH AOCIIIXKEHHS T'€HHOI eKcIpecii
CBiJT4aTh, IIO0 MPOTEOCTAa3 KIITHH 1 KUTTEIISIIBHICTG POCIMHHOTO OpraHi3My 3a
HOpPMAaJIbHUX YMOB CepeloBHINA 3a0€3MeUyl0ThbCsl KOHCTUTYTUBHUM CHHTE30M
maneponis HSP70 1 HSP90 (3a manmumu mitepatypu — Ttakoxxk HSP60), ski
dbopmyroTh 0a30BHi Iya manepoHiB. PiBeHb 0a30BOro Imyny IO3UTHBHO
NOB'I3aHUM 3 aJanNTUBHUM [OTEHLIAJOM POCIUH. 3HA4yHI 3MIiHU (aKTOpIB
CEPEIOBUINA BHUKJIMKAIOTH 301IBIICHHS KIITUHHOTO MYy INAlepPOHIB MUITXOM
akTuBallli ekcrpecii Oinbiocti reHiB HSP70 1 HSP90 (3a naHuMu JiTepaTypu —
TaKoX 1HIIMX poauH, B mepury uepry, sHSP 1 HSP100), mo € HagBaxiuBuMm
MEXaHI3MOM  3aXHCTy 1 BIJIHOBJIEHHS TMpOTEOCTasy Ta  3a0e3nmedyeHHs
YKUTTE3ATHOCTI KJIITHH 1 OpraHi3My 3a KpUuTHYHUX yMOB. [lokaszaHo, 1110 MpoBiAHY
pOJIb Y IBOMY BINIrparOTh 1HAYIMOENbHI WwieHn poauH. Ciij MigKpecIuTH, 110
aykiio cuaresy HSP70 1 HSP90 Bu3HaueHo Hamu HE TUIBKM B PEaKIlii POCIUH
Ha 3BUYHI €KOJIOT14HI (PaKTOpH, a 1 Ha HE3BMYHI JJII HUX YMOBHU 3MIHEHOI
rpaBiTarii.

Ha ocHOBi1 pe3ynbTaTiB BJacCHUX JOCIDKCHb 1 JaHUX JITEpaTypu HaMU
po3pobneHo cnoci0 BU3HAYEHHS CTaHy pPOCIMH MPUPOAHMX EKOIIEHO3I1B Ta
IHTPOYKOBAHUX POCIHH, 1[0 BKIIOYAE OILIHKY (i310JIOTIYHOTO CTaHy POCIWHU Ta
BIUIMBY Ha Hei eKoJoriyHux ¢akropiB 3a BMicToM OinkiB HSP70 y 3paskax
POCIMHHOTO MaTepiany (JIuCcTKax). BaxxinBumMu nepeaymMoBamMu IJi 3aCTOCYBaHHS
HSP70 sx Giomapkepa cTaau HACTYMHI 3aKOHOMIPHOCTi: 1) IIBHUIKAa I1HAYKIIS
CUHTE3y OUIKIB L€l pOAMHU BIAOYBAETHCS NPH Jii CTPECOPIB PI3HOI MPUPOIU
NPaKTUYHO B YCiX opraHi3zmax, Bkitouatoun pociauHu (Vierling, 1991; Feder,
Hofmann, 1999; Maprynuc, I'yxxoBa, 2000; Serensen et al., 2003); 2) Bucoka
KOHCEpPBATHUBHICTh OLIKIB I[i€1 POAMHH Ja€ MOXKIUBICTD 1X IMyHOJETEKLIT Y PI3HUX
BHJIIB POCIMH 3 BUKOPHCTAHHAM MOHOKJIOHAJIBHUX AHTUTLI, CIeHNH(pIYHUX OO0 iX
KOHCEpBAaTUBHOI MiISHKU. EKcrepuMeHTanbHy TEpeBipKYy 3ampONOHOBAHOTO

X0y NPOBEIEHO IUIAIXOM TECTYBaHHS POCIUH 9 BUJIIB 6 POJMH 32 PI3HUX YMOB
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JOBKULISA B MPpUpPOAl Ta ekcrepuMenTi. OdopMieHo maTeHT YKpaiHu Ha KOPHCHY

MOJIEIIb.

7.2. Peryasiisi ekcnpecii HSP Ta criiikocTi pocinn maneponamu HSP9(0

3a pesynpTaTaMu aHami3y JITEPaTyYpHUX JOKEpesl Oyjo 3’sCOBaHO, IO
perymsiisa ekcrpecii reHiB HSP BinOyBaeThcst 32 MPUHIIMIIOM aBTOPETYJISIIIT, 1 IO
uuto30ibHi  HSP90 HeraTuBHO peryiiolTh aKTUBHICTh KOHCTUTYTHUBHUX
tpanckpunuiiaux (akropiB HSF (HsfAl) i TuM camMuM KOHTPOJIOIOTH PEAKIIiIO
tertoBoro moky (Ali et al., 1998; Morimoto, 1998; Zou et al., 1998; Prodromou,
2017). Takuii MOJIEKYJSAPHUN MEXaHI3M OMHUCAHO JJIS TBAPUHHUX KIIITHH, TOJ1 K
poOOTH CTOCOBHO MOTO ICHYBaHHA y pociuH Oynu nooguHokuMmu (Yamada et al.,
2007).

3 BukopuctanasM iHriditopa HSP90 renmanaminuny (I'JIA) nHamu orpumano
HOB1 JIOKa3W aBToperysanii cuaresy HSP 3a mpuHiunmom 3BOpPOTHOTO 3B S3KY 1
perynsuli cTiikocTi pociauHHUX KIITUH Ouikamu HSP9O (puc. 7.1). Ilokazano, 1o
00po0Oka inri6itopom HSPI90 I'JIA mpopocTkiB A. thaliana BUKIIMKAE J030-3aJEKHY
iHaykiio cuatesy HSP70 1 HSP90 3a BiacyTHOCTI cTpecy, IO Y3TOKYEThCS 3
pesynpraTtamu iHmuX pociuigaukiB (Yamada et al.,, 2007). Ockinbku dakropu
tpanckpurii HSF koHTpomooTh ekcmpecito TeHiB Bcix poauH HSP, Ttaky
IHAYKIII0 MOYXHA MPOTrHO3yBaTH Takox s iHmux HSP, 30kpema, 1HAynnOenbHux
sHSP 1 HSP100.

Hamu Bmepire Bu3HadeHo, 1o oo6podka ['JIA mae mposionroBany fito. Tak,
00poOKa aHTUOIOTMKOM HACIHHS MPU3BOAWIA 10 MiABUIICHHS 0a30BOTO pIBHS
HSP70 1 HSP90 B xiiTHHaX MpOpPOCTKIB, & TAKOX JI0 TIOCUJICHHSI CTPECOBOI 1HIYKITT
iX CUHTE3Y Ta CTIMKOCTI POCIMHHUX KJIITHH 32 BIUIUBY MPOTEOTOKCUYHUX YNHHUKIB,
30KpeMa BHUCOKOI TeMmIepaTypu Ta 10HI3yrouoi pamiamii. OTpumaHi HaMU JaHi
BKa3yIOTh Ha MOJKJIMBICTh MIABHINEHHS CTIMKOCTI KJIITHH IUISIXOM MOYJIFOBAaHHS
¢ynkuionansHoi aktuBHOCTI HSPIO0 1, BiANOBIHO, pEryisiiiii HUMHU €KCIIPECii T'eHIB

HSP. Brnepiie moka3aHo iCHYBaHHS JOBrOTEpMiHOBUX e¢ekTiB o0pooku ['JIA
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HACIHHS, MO0 BAXKJIMBO y 3B 53Ky 3 HECTAOUIBHICTIO IHOTO AHTHOIOTHKA. Takuit
MOJICKYJISIDHUI MeXaHI3M MOXe OyTH OCHOBOIO pPO3POOKH O10TEXHOJIOTTYHHUX

M1AXO/1B KEPYBAHHS CTIMKICTIO POCIHH Y NOJAJIBIIOMY.

-GAA-TTC-GAA- OHK

w S [

Puc. 7.1. Cxema HeraTHMBHOi peryJysmii CHHTE3y IIaNepoHiB / OUIKIB TEMIOBOTO
moky (HSP) 6inkamu HSP90 3a npunimMmom 380pOTHOTO 3B’ SI3KY 1 MOYJIALIT ITHOTO
npouecy iHriditopom I'JIA (mo3naueno yepBoHuM). HSP90 3B'sizye monHomep
TpaHCKpunuiiHoro akropa TtemioBoro moky HSF 3a HopMmanbHuUX yMOB.
IlepexntoueHHs IanepoHa Ha 3B’sA3yBaHHS JIEHATypoBaHUX OLIKIB abo Horo
1Hr10yBaHHS IPU3BOAUTH 10 BUBUIbHEHHS HSF, yTBOpeHHS akTUBHUX TpUMEpIB Ta

3amycKy TpaHckpuiii reHiB HSP.
7.3. Pois HSP90 i HSP70 y denoTunivniii BapiadeJJbHOCTI pOCJINH

Ha crorogHi ycrajieHMM € ysBJIEHHS IOJ0 34aTHOCTI mmarnepoHiB HSP90
3MIACHIOBaTH KOHGOPMAIIHHY PEryJiliio crernudiyHoro Habopy peryIsiTOpHHX
OUIKIB, CKJIaJ] IKUX PETEJIbHO JAOCIIHKEHO Yy ApiKIKIB 1 TBapuH (Picard, 2002; Zhao

et al., 2005; Jarosz, Lindquist, 2010; Taipale et al., 2010; Prodromou, 2017). Hamu
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3a pe3ysibTaTaMy aHaii3dy Jjgiteparypu 1 enextponHoi 6a3um BioGRID ckmameno
CIUCOK OUIKIB, (P)YHKIIIOHYBaHHS SIKMX 3aJie)KUTh a00 Moxke 3anexatu Big HSP9O
(domarox A). AHami3z 1pOro CHUCKY MIATBEPIXKYE 11€10, IO CTAOLII3yHOUH
MeTacTalOlIbHI OUTKM Ta Perynordd iX (QpyHKiioHaNbHY akThBHICTH, HSP90 moxe
BIJITUBATHU HA TPAHCAYKIIIO CHUTHATIB 1 PETYJAIi0 KITHHHUX TMPOIECIB, 1 B
pe3ynbTari, Ha (opMyBaHHS (HEHOTHUITY.

Lle crano TeopeTHUHUM MIATPYHTSAM HAIIUX €KCIIEPUMEHTAIBHUX JTOCIIHKECHbD,
B sakux wmaneponn HSP90 posrnspgaroTbess sk OCHOBAa TPbOX MOJEKYJSIPHHUX
MEXaH13MiB, BKJIMBUX y BU3HAYCHHI ()EHOTUMIUHOI BapiaOeabHOCTI MO JISIIN:

1) HSP90 sx Oydep croxaCTMYHOTO PO3BHUTKY (OCHOBAaHE Ha iX 3/1aTHOCTI
cTabumi3zyBaTu QyHKIIOHATBHI KOHpOopMarlii OutkiB-kIieHTiB; Queitsch et al., 2002;
Samakovli et al., 2007);

2) yuacte HSP90 y miarpumaHHi IJIACTUYHMX PpEAKIId 3a 3MiH YyMOB
cepenoBHIa (OCHOBAaHE Ha iX 3[aTHOCTI acHUCTyBaTH y (YyHKIIIOHYBaHHI OLIKiB-
YYacHHKIB curHaabHUX musixiB; Rutherford, Lindquist, 1998; Queitsch et al, 2002);

3) HSP90 sx Oydep reHeTMYHUX 3MIH, IO OPOTUIIE iX (EHOTHUHIYHOMY
nposisy (ocHoBaHe Ha 3marHocti HSP90 miarpumyBatn OUIOK, SKHH MICTHUTh
TeHETUYHl 3MIHM, Y HOpMajbHIM ¢yHKIIoOHANBHIA KoHopmarlii; Rutherford,
Lindquist, 1998).

3 BHUKOPHUCTAHHSIM pPI3HUX MIAXOMIB HAMH 3IHCHEHO TEpPeBIPKy IHX
MEXaHI3MIB 1 OTPUMAaHO HOBI JOKa3H iX iICHyBaHHA y pociiuH. Kpim Toro, Bmepiie
€KCIIEPUMEHTAIbHO JIOBEJEHO MOKJIMUBICTH ydacTi manepoHiB HSP70 B nepuux
JIBOX MEXaHi3Max.

HSP90 sik Oydep cTOXacTHYHOIO PO3BUTKY. 3AaTHICTH waneponis HSP90
cTabuIi3yBaTH PICT 1 PO3BUTOK POCIWH 32 BIUIMBY MIKpOBapialliii 30BHIIIHBOTO 1
BHYTPIIIHBOTO CEPEAOBUINA, TOOTO OyTH Oyghepom cmoxacmuuHoco po36UMKY,
HaMM BHBYEHO Ha I130T€HHUX HiHIAX A. thaliana 3a HOpPMaIbHUX YMOB 3
BUKOPUCTAHHSAM JBOX EKCHEPHUMEHTAIBHHMX MiAXOJiB: 1) 1HTIGITOPHOTrO aHami3zy
(owiHKa 3Ha4YeHHs 3arajgbHOi akTUBHOCTI myixy HSP90); 1 2) HokayT-MyTaHTIB 3a

uuTo30bHUMH HSP90 (omiHka poiii OKpeMUX 4JI€HIB POJUHH).
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s inrioyBanas HSP90 (ToOTo 3HIKEHHS 3arajibHOi aKTUBHOCTI MyIy
HSP90) naciuus o6pobssun renpanaminuaoM (I'JIA) 1 pagunukonom (PAJT), sxi
omokyoTh AT®a3Huil LMK MIanepoHa, aje BIAHOCATBCA JO PIZHUX TIpyl
aHTUOI10TUKIB. 3a pe3ysbTaTaMH aHalidzy (PEHOTHMIB MPOPOCTKIB TMOKAa3aHO, IO
osnokyBanHs (yHkiionyBanHs HSP90 mumu iHriditopamu y mupokoMy JAianas3oHi
KOHLEHTpaUlid NpU3BOAUTH 10 JECUHXPOHI3aUli pocTy (PO3LIMPEHHS [lara3oHy
TEMITIB  POCTY), 3OLIBIIEHHS YacTKH MPOPOCTKIB 3  MOp(OJIOriyHUMU
BiaxmwieHHsmu (mo ~40% nna T'HA, mo ~20% nmms PAJL), migBummeHHS iX
PI3HOMAaHITHOCTI Ta CKJIAJHOCTI, 30KpEMa, MOCUJIEHHS] aCUMETpIi MapHUX OPraHiB 1
OumatepanbHUX O3HAK ((PIyKTyrO4a acUMETpisi), BAHUKHEHHS CYTTEBHX IMOPYIICHb
dbopmoTBOpeHHsT (nedopmaliisi MPOpPOCTKa, BIACYTHICTh a00 MOsIBa J0JATKOBUX
opraiB — Hampukiaa, 1 ab6o 3 ciM’samgoni); 4uciao MOPGOJIOTIYHUX 3MIH
30UIBIIYBAJIOCS 3 KOHIIGHTpaIli€o aHTuO10TUKIB. [Ipu 1boMy JgecHHXpOHI3allis
pocTy 1 TOCWIECHHS BapiaOeiabHOCTI PO3MIPIB, ACHUMETpIi OpraHiB Ta iX
IPOCTOPOBOTO PO3TAllyBaHHS TpH 1HTIOyBaHHI IANEpOHA PO3IIIAIAETHCA SK
IHAMKATOP 3HMXKEHHSI PIBHS CTAOLIBHOCTI POCTOBUX IMPOLIECIB, & BUHUKHEHHS
CYTT€BUX MOP(MOIOTIYHUX aHOMAINA — SIK 1HAUKATOP MOPYIIEHHS HOPMAJIbHOTO
(kaHami3oBaHOro) (OPMOTBOPEHHS. BaxknuBo mMiAKpecaWTH, IO BKa3aHi
deHoTUIIYH] 3MIHM HAMH OTPHUMAHO B pe3yJbTaTi 0OpoOKHU 1HriGiITOpaMHu HACIHHS,
1 BOHM Y3TOJDKYIOTBCS 3 pe3yibTaTaMH IHIIUX JIOCHIJIHMKIB, SKI 3arajibHy
AKTUBHICTh HIANIEPOHIB 3HWKYBAIX a00 BHECEHHSIM LIMX 1HT10ITOPIB B CEPEOBUIIE
BupomyBanHs (Queitsch et al., 2002), abo 3a momomoroto PHK-inTepdepenii
(Sangster et al., 2007).
3a pe3ysbTaTamMu aHajizy BIUIMBY 00poOku ['JIA HaciHHS Ha PICT 1 PO3BUTOK
JIOPOCJIMX POCIMH HaMH BIIEpIIIE BUSBICHO ICHYBAaHHS BIIJIaJICHUX y 4yaci e(eKTiB
nii aHTHO10THKA — AecTadlIi3allii yTBOPEHHS JUCTKIB PO3ETKHU 1 MEBHOI 3aTPUMKHU
nepexoly pPociuH 10 UBITIHHA. OCKIUIbKM OOUJIBI O3HAKU B A. thaliana B HOpMI1
HIATPUMYIOTHCSI HA TIEBHOMY CTa01IbHOMY piBHI, TOOTO € kaHaiizoBanumu (Hall et
al., 2007; Sangster et al., 2008 b), Taki 3MiHM BKa3ylOTh Ha y4acTh IIANEPOHIB

HSP90 y mintpumanHi cTaOiIbHOCTI PO3BUTKY 1 MopdoreHe3y pociuH. OgHak,
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JOCTEMEHH1 MOJIEKYJISIPHI MEXaHI3MH IPOJIOHTOBAHOI'O BIUIMBY CBITJIIOYYTIMBHX
QHTUOIOTUKIB  3aJIMIIAIOTBCA  HE3PO3YMUIMMH 1 MOTPEOYIOTh MOAAIBIIOTO
BHUBYCHHS.

Jlis 3’scyBaHHsS 3HaUYeHHS Okpemux IuTo3oibHHX HSP90 y dopmyBanHi
(GbeHOTUIy HAMH BUKOPHUCTAHO HOKAyT-MyTaHTH Athsp90-1 1 Athsp90-4, 1 nukuit
tun (Col-0) sk KOHTpOJb. Bu3HAYEHO 3HIKEHHS CXOXKOCTI HACIHHA Yy JiHIl
Athsp90-1 1 TeHumeHmito n0 1uporo y Athsp90-4, mo BKaye Ha 3HAYCHHS
BIJIMOBIJTHUX IIANIEPOHIB A1 (POPMYBaHHS MMOBHOLIHHOTO HaciHHA. Ha MyTaHTHUX
IPOPOCTKAX IOKA3aHO JIECHHXPOHI3ALIl0 POCTY 1 HASBHICTh MPOPOCTKIB 3
MOP(OJIOTTYHUMHU 3MIHAMHU B1J] TOMIPHUX 110 3HaUHUX (~ 27% y Athsp90-1, ~ 15%
y Athsp90-4). Tlpu upoMy BIAMIYEHO TMOCWICHHS aCHUMETpii MapHUX OpPraHiB 1
OlnatepasbHUX O3HaK, Aedopmallito OKpeMHX Opra”iB abo BChOIO MPOPOCTKA,
MOSIBY MPOPOCTKIB 3 HEPO3BUHEHUMH a00 JOJATKOBUMH opraHamu (3 cim’sgodni, 3
JUCTKMA TMEpHIOro MDKBY3is1). Takl 3aKOHOMIPHOCTI B LIJIOMY 301raroThbCsi 3
HAIlUMHU ~ pe3yjibTaTaMu 1HTIOITOpHOTO aHamizy mpopocTkiB. Cmig Takox
BIJIMITUTH, IO OKpEMI 3MiHEH1 (DEHOTUIIM POPOCTKIB, MOAIOHI 10 HAIIMX, OMKMCAHI
y MyTaHTHUX JiHIA 32 nuto30abHUMUA HSPI0 inmmMu nocnigaukamu (Samakovli
et al., 2007; Sangster et al., 2007).

3a pe3ynbTaTaMu aHalizy Jnopociux pociiuH Athsp90-1 1 Athsp90-4 namu
BCTaHOBJICHO:

® 3HIDKCHHS aKTHUBHOCTI POCTOBHX TMPOIECIB 3a KUIbKOMa MOKa3HUKAMHU
(3MEHILICHHST J[laMeTpa PO3ETKU, 3MEHILIECHHS PO3MIpPIB HAWIOBIIOTO JIMCTKA
PO3ETKH, 3MEHIICHHS KUIBKOCTI OOKOBHX KBITKOHOCIB 1 WMcClia KBITOK — y 000X
MYTaHTIB; 3MEHIIIEHHSI BUCOTH cTebna y Athsp90-1);

® 3HIDKCHHS TEMITIB PO3BUTKY (3aTpuMka mepexoay pociauH Athsp90-1 no
IBITIHHS, T0SBa HEBEJIUKOI YAaCTKW POCIHH, SKI HE MEPEeHIIN 10 IBITIHHA — Y
000X MyTaHTIB);

e JlecTaOuII3alll0 POCTY 1 PO3BUTKY (PO3UIMPEHHS PO3KUIY JaHUX 3a BCiMa

MOKa3HUKaMu, 30ubiieHHs koedimienTa Bapiamii (CV) 3a BciMa HenmepepBHUMHU
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KUIbKICHUMU O3HaKaMH, 3HWKEHHS KOPEJSILIAHOrO 3B’ A3KY M1 KUIBKICTIO JTUCTKIB
PO3ETKH 1 TPUBAJIICTIO BET€TATUBHOTIO MEPI0y — Y 000X MyTaHTIB);
® [IOPYUIEHHS HOPMaJIbHOTO (OPMOTBOPEHHS 1 PO3BUTKY HEBEIMKOI YACTKU
pOCINH 000X MyTaHTIB.

Taki gaH1 103BOIMIIM HAM 3pOOUTH BUCHOBOK IPO Te, 1m0 okpemi HSP90 — sk
koHCTUTYTUBHUN AtHSP90-4, Tak 1 innyuubensuuit AtHSP90-1 — GepyTh yuyacThb
y TiATpUMaHHI CTaOlIbHOCTI KaHAII30BaHOTO POCTY, PO3BUTKY 1 (HOPMOTBOpPEHHS
POCIIMH MPOTSTOM BCbOI'O OHTOTEHE3Y 3a HOpMaIbHUX YMOB. Lle 3HauHO 10MOBHIOE
JaHl 1HIIMX JOCHIJAHMKIB, $IKI B pE3yJbTaTl aHali3y HOKAyT-MYyTaHTIB 3a
1uto3oapHuMu HSP90 Buaimmmm neBHi kinacu peHoruniuaux 3miH (Samakovli et
al., 2007).

Biamideno, mo o0uBa BUKOPUCTAH1 HAMH MIAX0AH — 0OpoOKa 1Hr10iTOpaMu 1
BUKOPHUCTAHHS HOKAyT-MYyTaHTIB — BUKJIUKAJIM MOJ110H1 3MI1HH SIK Y POPOCTKIB, TaK
1 y JOpOCIHX pOCIHMH 3a HOpMalbHMX yYMOB. Ha mifcTtaBi 1poro 3po0ieHo
BUCHOBOK TIPO 3HAYEHHS AK 3A2ANbHOI  AKMUBHOCMI / HANOBHEHOCMI  NYLy
waneponie HSP90, max i okpemux yumo301bHUX 4ieHi8 poOUHU 01 NIOMPUMAHHSL
ONMUMANILHUX MeMNi8 pocmy [ po3eumky ma cmabinizayii HOPpMAIbHO20
G opMOmEopenHs pOCIUH NPOMACOM OHMO2EHEe3Y 3a 6NIUEY MIHOPHUX (IYKmYayiti
BHYMPIUWHBOO T 308HIUHBO20 CEPe00BUYA.

Yuacte HSP70 y crabinizanii croxactuuHoro po3Butky. Ha miacrasi
JAHUX JIITepaTypHu Mpo TiCHY Koomepaliro QpyHkiionyBaHHs mamnepoHniB HSP90 1
HSP70 (Travers, Fares, 2007; Clément et al., 2011; Karagoz, Riidiger, 2015) namu
BUCJIOBJICHO TIMOTE3y MpO Te, mo waneporu HSP70 makooc 6epyms yuacme y
nIOMpUManui  cmabilbHOCMI  npoyecie pocmy, pPo36UMKY [ opmMomeopenHs
POCIUH 34 HOPMANBHUX YMO8, MA iX NAACMUYHUX PeaKyill Ha 306HIUHI CIUMYIU,
npamMo 4u onocepeokogano. llepeBipKy LbOrO TOJIOKEHHS TMPOBEICHO 3
BUKOPUCTAHHSAM HOKAyT-MYTaHTIB Athsp70-5 1 Athsp70-14 3a UMTO30JbHUMHU
YJIeHaMH POJIMHU. Bu3HaueHo, 1o /st MyTaHTIB Asp7() XapaKTEpHUM TaKOX OyJI0

30UIBIICHHST BapiaOEIbHOCTI 32 HEMEPEPBHUMU KUIbKICHUMH O3HAaKaMH 1
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BUHUKHEHHS (EHOTUIIB 3 MOP(OJIOTIYHUMHU MOPYIIEHHSMH, TMOAIOHO [0
JTOCIIKEHUX HaMu Asp9(0, 110 MATBEPKY€E BUCIOBJICHY T1IIOTE3Y.

3aranbHUl OTJIsiJ pe3yJIbTaTiB MPOBEAECHOr0 HaMu (PEHOMHOrO aHami3dy Mnpu
iurioyBanai HSP90 1 3 BukopuctanHsM HOKayT-MyTaHTIB Asp90 1 hsp7(0 mokasye
IIUPOKUN CHeKTp (EHOTUMIYHUX Bapialiid, 10 MOKHA TOSICHUTH BEJIHUKOIO
KUIBKICTIO OUIKIB 1 BIANOBIAHUX KIITUHHUX TMPONECIB, 3aJCKHUX BIJI LHUX
[IarepoHiB, a TAKOXK IMOBIPHICHHM XapaKTepOM MOJICKYJIIpHUX MO1H. BiamideHo,
10 HasBHICTb (EHOTHUMIYHUX 3MIH y MYTaHTIB 3a IHAYUUOEIbHUMH YJICHAMHU
POJIMH 3a HOPMAJIbHUX YMOB CBITYUTh PO iX BIUIMB HABITh Y MI3€PHUX KUIBKOCTSX
Ha CTa0lIBHICTh POCTOBUX IMPOIIECIB.

B minoMy, oTpuMaHi HaMu pe3yibTaTH MIATBEPIKYIOTh 3arajlbHONPUNHATE
ySIBJICHHS TIPO T€, IO Ppi3H1 (EHOTHUIIYHI 03HAKU KaHATI30BaHI y PI3HOMY CTyIEHI
(Meiklejohn, Hartl, 2002; Hall et al., 2007). Tak, 4uciio JTUCTKIB OJHOTO MOTYJISI
JNETEPMIHOBAHO JKOPCTKO, YMCJIO MOJYJIB, 3 SKUX CKJIAJAE€THCS OpPraHi3M, MOXe
BapiloBaTH y MEBHUX MEXKax, BOJHOYAC PO3MIPH OPraHiB 3MIHIOIOTHCA y JTOCHUTH
HIMPOKOMY Jlilama3oHl B paMKax HOPMHU peakuii. BusHaueHuil Hamu OubIIMi
Jiarma3oH  pPO3KUIY JaHUX 1 OUIblIl 3HA4YeHHsS KoedillieHTiB Bapiamii 3a
HEeTepEepPBHUMU KITbKICHUMHU O3HAKaMu IpH nopyiieHHi excrpecii HSP90 1 HSP70
BKAa3ylOTh Ha Te€, IO BIAMNOBIAHI MIANEPOHH OEpyTh yd4acTh y MiATPUMaAHHI
cTabUIBHOCTI eKcrpecii oKyciB kKumbkicHuX o3Hak (QTLs). CtrocoBno HSPI0 1e
IIJIKOM Y3TOJIKY€EThCSl 3 BACHOBKOM Sangster et al. (2008 b) po Te, 1110 npakTudHO
KO’KHA KUIbKICHa MOP(QOJIOTiyHa 03HaKa MOXe OyTH 3aJIeKHOIO BiJ IIANIEPOHIB M€l
POJIMHU Yepe3 KOHTPOJIb HUMHU PETYJISTOPHUX OLIKIB.

Hokazom yuacti HSP90 1 HSP70 y crabumizamii AMCKPETHUX O3HAK €
30utbmeHHss CV KUTBKOCTI JIMCTKIB PO3ETKU Ticias oOpoOku Hacinas [JIA 1y
HOKayT-MyTaHTa Athsp70-5. OcoOJIMBO BaXXJIMBO BIAMITUTH TOSBY Je(EKTIB 3a
JUCKPETHUMU O3HAKaMH, TaKUX SIK 3MIHM KUIBKOCTI JHUCTKIB OJHOTO MOMYJIs
(ciM’s1/1071h, JTMCTKIB TEPIIOTO Ta JPYroro MOJIYJIB PO3ETKH) K MPH 3HIKCHHI
aktuBHocTi HSP90, Tak 1 mpu mopyuienHi ekcupecii okpemux HSP90 1 HSP70.

[Ipo moxi6ni HSP90-3anexxni  mopymieHHs — GopMoTBOpeHHst  A. thaliana
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MOBIIOMIISITIOCH iHmMMH aBTopamu (Samakovli et al., 2007). Taki anomamii
pO3IIIAIAOThCS  SIK  JA€PEKTH IO TOMEO3HuCHMX reHax. [lomiOHe sBwuIle
CIIOCTEPIranoch IHIIUMH aBTopaMu npu 1HrioyBanHi HSP90 y TBapuHHuX 00’ €KTIB
— Hamnpukiaj, 3MiHa uucla opraniB y Drosophila 1 Danio rerio (Rutherford,
Lindquist, 1998; Yeyati et al., 2007). Omxe, oTpuMaHi HaMH JIlaHl1 CBiA4aTh MPO
3paTHicTh He Tinbku HSP90, ane 1 HSP70 cnpusartu ¢opmyBaHHIO HOPMAIbHOTO
dbenoTumny, T00TO Karanizysamu mopgoeeHemuuni npoyecu, AMOBIPHO, IIISTXOM
NIATPUMAaHHS HaJEXKHOro (PYHKIIOHYBAaHHS 3aJI€KHUX B1Jl HUX OUIKIB-pEryJsiTOPIB
MOP(OreHETUYHUX MPOrpam.

3a pesyipTaTaMu  aHali3y MYTAaHTHUX [POPOCTKIB 13  CYTTEBUMHU
(GEeHOTUMIYHUMHU 3MiHAMU HaMHu I[0Ka3aHO, 10 (EHOTUIIYHI aHOMaiii YacTo
3 SBJISIIOTHCSA Ta KOPETYIOThCS HA PIBHI OKpPEeMOro Moaydis (y JaHOMY BHUIIAJKY —
MDKBY3JIS 3 MAPOI0 JIMCTKIB). Taki crocTepexeHHs MpUBeNId HAC A0 BUCHOBKY, IO
enaue HSP90 i HSP70 na euznauenHsi moppoceHemuuHoi npozpamu Mmodice
giobysamucs OuckpemHo Ha pieHi mooyna. Ha miacTaBl 1IbOTO PO3TISIAETHCS
MOXJIMBICTh 1CHYBAaHHSI 3aJI€KHOTO Bij IIANEPOHIB MOJICKYJISIPHOTO MEXaHi3My
IUTACTHYHOCTI (POPMOTBOPEHHSI B paMKax MOMAYJIbHOI KOHIEMIii (PeHOTUIIuHOT
mactuyHocTi (de Kroon et al., 2005), mo moTpedye peTeabHOro BUBYEHHS B
MOJIATBIIOMY.

OcoOnuBuii akmeHT Tpeba 3pOOUTH Ha pPe3yJIbTaTax OLIHKU aOCONOMHOL
senUdUHU heHomuniuHoi minaueocmi (6HympiwHb0i HecmabinbHocmi), WO OYJIo
3M1ACHEHO HAMH LUTSIXOM BH3HA4eHHA KoediuieHTy Bapiamii CV noBxuHH cTebna
MDK TEPIIMMHU 5 CTpyYKaMy KBITKOHOCY KOXKHOTO 1HAMBITYYMY MYTaHTHHX JIHIH.
Otpumani pe3ysbratu nokaszanu, mo Bianosiaai HSP90 1 HSP70 moxyTte OyTu
HEOOXITHUMHU JJIi TIATPUMAHHS TE€BHOro (MMOBIPHO, ONTUMAJIBHOTO) PIBHS
BHYTPIIIHBOI HECTAOUIPHOCTI POCTOBUX MpolieciB. [locuiaeHHs BHYTPIIIHHOTO
«IIyMy» PO3BUTKY 3a UMM IIOKa3HUKOM paHime Bu3Hadyasiochk y RNAi-iHii
A. thaliana 31 3HMXEHUM piBHEM ekcrpecii reniB ruTo3oapanx HSPI90 (Sangster et
al., 2008 b). OTxe, oTpuMaHi HaMH J1aH1 TIATBEPKYIOThH JJ1s1 UTO30JbHIUX HSP9(

1 BIepule MNOKa3yloTh s 1uTo3oibHuX HSP70, mo ui waneponu modxcyms
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BNIUBAMU HA PIBEHb BHYMPIWHbOI HecmabiibHocmi po3sumky. Taka iX poyib Mae
dbyHIaMeHTallbHE 3HAYEHHS, OCKIUIbKM MIATPUMAHHA ONTHMAJIbHOTO PIBHA
CTOXaCTUYHUX IMPOIIECiB, 3 OJHOr0 OOKy, 3a0e3mneuye cTaluibHE (OPMYBAHHS
CTaHAApTHOTO (PEHOTHUITy, 3 1HIIOTO — JA€ OpPraHi3My IepeBary npu (QUIyKTyarlisax
30BHINIHBOTO CepeIoBUINA, TOOTO € ananTuBHUM (Shahrezaei, Swain, 2008).

Poas HSP90 i HSP70 B muiactTuuHux peakuiax. B cepii ekciepuMeHTIB 3
HOKayT-myTantamMu Athsp90-1, Athsp90-4, Athsp70-5 1 Athsp70-14 namu Briepie
MOKa3aHO y4acTh BiAnoBigHUX uTo3oibHuX HSP90 1 HSP70 y miarpumanHi
IUTACTUYHUX PEAKUINA POCIMH Ha 30BHILNIHI YMHHUKU. BHU3HAU€HO, 110 NOPYIIEHHS
excrpecii okpemux HSP90 1 HSP70 npus3BoauTh a0 jaecTabimizaiii poCTOBUX
peakiiii Ta B 0araTb0X BUIAAKaxX 0 3CYBY IX HEHTPaJIbHOI TEHAEHIIII 3a PI3HUX
KoMOiHaIii (akTopiB, SKI BH3HAYAIOTh HAMpPSM 1 POCTOBY AKTHUBHICTH OpPraHiB
pOCIHMH — CBiTJIa (KOHTPACTHI YMOBH OCBITJICHHS) 1 I'paBiTallii (KJIiHOCTaTyBaHHS 1
rpaBictuMyssiist). OTpuMaHi JaHi JOBOAATH y4acTh IIAMEPOHIB SIK y 3a0e3MeueHH1
HEOOXITHOTO PIBHS IJIACTUYHUX PEAKIId Opra”iB pociuH (IEHTPAIbHOI
TEHJEHIIi), TaK 1 y MIATPUMAaHHI HAJEKHOIO PIBHA CTAa0LIBHOCTI LIHUX pPEaKIii
(miamazony BapiabenbHOCTI o3HaK). [lokazano opraHocnenudIYHICT, BIUITUBY
manepoHiB. BuzHaueHo, 110 3a CIIEKTPOM 1 CTyneHeM (DEHOTHIIYHUX 3MiH KOXKHA
MyTaHTHa JiiHISL Asp Mae OCOOJMBOCTI, L0 BKa3y€e Ha NEBHY cneyugiunicms
@yuxyionysanns BignoBigaux HSP90 1 HSP70, iiMmoBipHO, uepe3 BiAMIHHOCTI Y
cyOcTpaTax 1 mpouecax, B sSIKUX BOHM INEpeBaxHO OepyTh yuyacTh. Hampukiman, y
000X MyTaHTIB /4sp9() BUABIIEHO MOSIBY IPOPOCTKIB 3 HErATHBHOIO I'PaBITPONIYHOIO
peakIli€ro KopeHsi, 4oro He Oyio y MyTaHTiB hsp7(). ETionboBaHI TPOPOCTKH
Athsp70-14 ~ npu  TpaBICTUMYJSALIL  XapaKTepU3yBaJIUCAd  MaKCUMAaJIbHOIO
BapiaOENbHICTIO PO3MIPIB 1 MPOCTOPOBOTO PO3TAIIyBaHHS OpraHiB. Y JiHIl
Athsp70-5 moka3aHo 3HIKEHHS POCTOBOI aKTUBHOCTI 3a OLIBIIICTIO TTOKa3HUKIB.

OTpumaH1 HaMu AaH1 MO0 MYTaHTIB /sp9( 3HAaYHO JONOBHIOIOTH PE3YJIbTaTH
IHIIUX aBTOPIB, SAKI MMOKa3ajH, 0 3HWKEHHS aKTMBHOCTI 1UTOo30JpHNX HSP9( 3a
JOMOMOroro 1Hri0iTopiB Ta RNAI BrjiuBae Ha BUTMH KOPEHsI MIPU TPaBICTUMYJISILIT

Ta Ha po3Tsr rimokoTmia y Tempssi (Queitsch et al., 2002; Sangster et al., 2008 a,
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b). Pesynpratn Hamoro axamizy 3a pi3HMX KOMOiHAIli yMOB OCBITJCHHS Ta il
rpaBiTallii IEPEKOHINBO JTIOBOIATh 3HaueHHs 5K okpemux HSP90, max i HSP70 y
RIOMPUMAHHI cMabiNbHOCMI 8I0NOBIOHUX NIIACMUYHUX PeaKyil.

HSP90 six O0ydep nposiBy reHeTHdHuX 3MiH. 31atHicTh marnepoHisB HSP90
IPOTUAIATH (DEHOTUITIYHOMY TMPOSIBY TEHETUYHOTO MOJIMOP(}i3My B pamMKax JaHO1
po0OTH BUBYEHO 3 BHUKOPHCTAHHAM TE€TEPOrC€HHOTO 3a SAKICTIO, MOoJiMOpdHOro
HaciHHA A. thaliana pi3HOTO TOXOJKEHHS (HACIHHS TPUPOJHUX MOMYJIAIIM;
HaciHHA, omnpoMiHeHe Y®-B Ta y-pazgianiero) HUIAXoM 1HTOyBaHHS LIANIEPOHIB
antuoiotukamu I'JIA 1 PAJl. 3a pe3yinbraramu JOCIIIKEHHS BU3HAYEHO, LIO
iarioyBannss HSP90 y nmoniMopdHoro marepiany mpusBOIUTh, 3 OJHOTO OOKY, 110
30UIBIIICHHSI YaCTKW HEMPOPOCIOro HaciHHs (3a HWOro HasiBHOCTI Yy 3pa3Ky), 3
IHIIIOTO — JI0 TOCUJICHHS BapiaOeNbHOCTI TEMITIB POCTY 1 MOPQOJIOTii MPOPOCTKIB,
OUThII 3HAYHOTO, HIXK Yy 130reHHOi JiHII exoTuny. Big3HadeHo, 10 MmiCIs
OTPOMIHEHHS YacToTa mosBu 3anexHux Bim HSP90 mopdo3siB 3pocrana 3 103010
pamiarii. 3arajomM OoTpUMaH1 HaMH JaHi JOBOJSTh 3HAUEHHS 3A2AIbHOT AKMUBHOCMI
waneponie HSP90 ona niompumanHns comeocmaszy ma cmabinizayii pocmy i
Gdopmomeopennss pociun nicas Oii 2eHO- [ NPOMEOMOKCUYHUX ¢hakmopie 1
MIATBEPKYIOTH sl pocinH nojioxkeHHs S. Rutherford 1 S. Lindquist (1998) npo
3natHicTh HSP90 cnpusiTi nmpuxoBYBaHHIO T€HETHMYHHUX 3MIH. Bapro 3a3HauunTw,
0 MOMIOHI 0 HAIIMX Pe3yJbTaTH CTOCOBHO 3aJIEKHOCTI MPOSIBY TEHEPOBAHUX
de novo myTtaniii Bij aktuBHOCTI myny HSP90 nemonaBHo Bu3HaueHo y RNAi-
niHid A. thaliana 31 3umwxenum piBHeMm ekcrapecii HSP90 1 Bucokum piBHEM

XIMIYHO iHayKOBaHOro MmyTareHesy (Mason et al., 2018).

Takum uymHOM, cuctema manepoHoB/ HSP mnpencraBnse romeocraTnyHui
MEXaHI3M, TUTACTHYHICTh SKOTO BiJIOYBAa€ThCA Ha PIBHI TPAHCKPHUIILII-TPAHCIIAINI,
10 3a0e3Ieuye peryisiio YUCEIbHOCTI Ta SKICHOTO CKJIQay IIANepOHHOTO Iy
KJIITUH BIJMOBIIHO 0 YMOB cepeioBuIa. Peakiis pociauH Ha 3MIHU 30BHIIIHIX
dakTopiB  BHUIIE T[EBHOTO TMOPOTY BKIIOYAE AaKTUBAIII0O  €Kcrpecli  sK

KOHCTUTYTUBHUX, Tak 1 1HIynuOenbHux HSP (Hamu mnokazaHo s HSP70 i
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HSP90), mo € HeoOXiTHUM /JIs1 BIDKMBAHHSI Ta BiTHOBJICHHS TOMEOCTa3y 1 4epes Te
BOXJIMBMM Yy BH3HAUCHHI Jlama3oHy CTidKocTi opradismy. Ilpm mpomy
IHAYUMOETbHUN KOMIIOHEHT € KJIIFOUOBUM 1HCTPYMEHTOM Yy 3a0e3MeueHHl CTIHKOCTI
kiiTuH. [linBuineHHs piBHs iHIYKIT TeHiB HSP Oyib-KUM MUISIXOM MPU3BOIUTH 110
PO3IIUPEHHS Jiana3oHy CTIMKOCTI (1HAyKOBaHA Ta MepexpecHa CTIHKICTh). [HIyKIis
reHiB HSP koHTpomtoeThes nuTo30ibHuMU HSPI90 (3a nanumu nitepatypu, pazoMm
3 HSP70), mo € MexaHi3aMOM aBTOPETYJISAIli YuceabHOCTI myny manepoHis / HSP
KIITUHU. [lepBUHHUM cUrHamoMm [UIsl 3amycKy ekcmopecii reHiB HSP B LbOMy
MEXaHI3M1 BBAXXAE€TbCSI KPUTHYHE 30UIbIICHHS KOHIIEHTpALli JeHATypOBaHUX
OuIKiB B KJiTHHI. | pa3om 3 TUM, BUSBJIICHA HAMU CHCTEMHA aKTUBAIlisl CUHTE3Yy
HSP70 mig BIUIMBOM KOPEHEBOI TIMOKCIi BKa3ye TakoX Ha 1CHYBaHHS
OpraHi3MEHOTO PIBHS PEryJIsIIii.

[IponemoHcTpOBaHO, 1O akTUBaIisA ekcnpecii HSP y BIANOBiAb Ha 3MIiHU
YMOB CEpeJOBUIA BIJIOYBAETHCS SIK 3a HASBHOCTI T'€HETUYHO JAETEPMIHOBAHOI
nporpamMu MOpQOJIOTIYHOI ajanTarii, Tak 1 3a i BIZICYTHOCTI (y BUIAAKY 3MIHEHOT
rpasiTanii). Buau 3 mmpoKuM J11arna3oHoM CTIHKOCTI XapaKTepU3yIOThCS BUCOKUM
KOHCTUTYTHUBHUM cuHTe30M HSP70 Ta TpuBasioro moTyKHOIO aKTHBAIIEI0 CUHTE3Y
K KOHCTUTYTHBHUX, TaK 1 1HAYIHOEIbHMX OUIKIB Ii€i POAMHU IIANEPOHIB 3a
HECTIPUATIIMBOTO BIUIMBY 30BHINIHIX YMHHHKIB. B eKcrmepuMmeHTax 3 IpyHTOBUM
3aTOIJICHHSIM MOKAa3aHO, M0 BUCOKHM aJalTUBHHUM MOTEHIIA] POCIIHH IMOB'SI3aHUN
3 ix 37maTHICTIO N0 akTtuBHOro cuHresy HSP70 mnpotsrom mnepiony pO3BUTKY
CTPYKTYpPHOI ajianranii.

[Tyn manepoHiB, 3aBASKU CIIPUSHHIO HUM (DOJAUHTY 1 cTabiIi3a1lil CTPyKTypH
O1IKOBOI0 KOMIIOHEHTA KJIITHUH, 3a0e31edy€e NeBHUM, TMOBIPHO, ONTUMAJILHUM IS
KOHKPETHUX YMOB pIBeHb CTa0IIBHOCTI POCTY 1 PO3BUTKY. B pesynbrati
BUKOHAHOTO JIOCHI/DKCHHSI OTPUMAHO HOBI JaHi, SIKI MiATBEPKYIOTh MHOMXHHHI
ponmi HSP90 y pocmun: crabim3aiito pocTy, PO3BHTKY 1 HOPMAaIbHOTO
GbopMOTBOpPEeHHST 3a HOpPMaJIbHUX YMOB (TOOTO 3a BIUIMBY MiKpOBapiaiii
30BHIIIHBOIO 1 BHYTPILIIHBOIO CEPEAOBHINA); CTA01II3a1liI0 IACTUYHUX PEeaKiii 3a

3MiH yMOB cepefoBUINA (BIAaCHO TPOIECiB (DEHOTUIIIYHOT TIIACTUYHOCTI); 1
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HiATPUMAHHS BITaJbHOCTI Ta HOPMAJIBbHOTO (DOPMOTBOpPEHHS 3a BIUIMBY T€HO- 1
IPOTEOTOKCUYHUX (akTopiB. [Ipu 1bOMY NPOAEMOHCTPOBAHO 3HAYEHHS SK
3aranbHOi akTUBHOCTI myiy HSP90, Tak 1 okpeMuX LHUTO30bHUX YJIEHIB POJUHHU.
Bnepme mnokaszano, mo muto3oiabHi HSP70 Takox MoxyTh Opatu y4acTh y
MepIIMX JIBOX MEXaHi3Max, MPsSMO YH OIMOCEPEIKOBAaHO. BiIMIHHOCTI y BIUIMBI
okpemux HSP90 1 HSP70 nHa pocToBi mpoliec, a TakoX TKaHWMHHA JOKaizallis
eKCIIpecii JOBOJATH HASBHICTh MEBHOI CHENU(pIYHOCTI (PYHKI[IOHYBaHHS YJICHIB
uux poauH. OTxe, niacmuuyHicms  WANEPOHHOI  cucmemu  3a0e3neyye
cmabinbHicMy 1 NAACMUYHICMb KAHANI308AH020 PO3BUMKY POCIUH Y MedHcax
dianazony cmiukocmi.

Ha miacraBi OTpUMaHMX €KCIEPUMEHTANbHUX JAHUX 1 JITepaTypHUX
BIJIOMOCTEl HAMH CTBOPEHO TIMOTETUYHY MOJIEIb B3a€EMOJIi pI3HUX (YHKIIIHI
maneponiB HSP90, axa Buknaaena nami. Ciif 3a3HAYMTH, 1O LIS MOJEIb MTOKA3ye
nuie ¢pyHkuionyBanas HSP90 1 omyckae X B3a€MO/Iit0 3 1HIIMMU PETYIATOPHUMU
KOMITOHEHTaMH, 30Kkpema, manepoHamu HSP70. Buime 3ragyBanock mpo TiCHY
koornepariitro cuctem HSP90 1 HSP70 B ix ¢ynkuionyBanHi B3arani (Dittmar et al.,
1997; Grad, Picard, 2007; Noé¢l et al., 2007; Clément et al., 2011; Karagoz,
Riidiger, 2015) Ta B perymnmii ekcnpecii HSP 3okpema (Yamada et al., 2007;
Scharf et al., 2012). Kpim Toro, Hamu mokazana ydacte HSP70 y craGimizarmii
nporeciB pocty 1 Mmopdorenesy. BriM, okpeMi AeTani B3aeMoIii MIANEPOHIB IHUX
POJIMH 3aJUIIAIOTHCA HE J0 KIHLSI BUBUEHHMHM, a 1HKOJIU U UIIO30PHUMU, TOMY Y

JaHy MOJIeJIb HE YBIUIIUIH.
7.4. Moaeab B3aemonii pisaux pynkuiit HSP90

3aBasku pizHOMaHITTIO ¢GyHKUIM mwaneponiB HSP90 y cucremi GiiakoBoro
dbonauHry 1 perymismii akTUBHOCTI crienu(iqyHUX CyOCTpaTiB, 11 POJIMHA 3aiiMae
oco0fiMBe Miclle Yy HIATpUMaHHI  OIIKOBOrO TroMeocTasy, CTaOiIbHOCTI
GOpMOTBOpPEHHsI 1 aJanTUBHOI IUIACTUYHOCTI POCIMHHOrO opranizmy. Ha
PUCYHKY 7.2 TPEACTaBJICHO TIMOTECTUYHY MOJICIh MEXaHI3My B3aeMOJIIi pi3HUX

¢bynkuiit HSP90 3a HopmanbHUX yMOB 1 IpH CTpEC.
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HOpMalIbHUX yMOB KimiTuHHUN myn HSP90 3axisiHuii, TroloOBHMM YHMHOM, B
o0cnyroByBaHHI  crneuu@iuHUX  CyOCTpaTiB, MIATPUMYIOYM THM  CAMHUM
TPAHCAYKI[IO BIAMOBIAHMX CHUTHANIB 1 PETYJAIil0 TPOIECIB  POCTy Ta
MopdoreHesy, TOAlI SK iX y4YacTh y NIATPUMAaHHI JAEHATYpOBaHUX OUIKIB €
MIHIMAJIbHOO. 3B'SI30K MK crierudiyauMu 1 Hecnierubiuaumu Qynkiismu HSP90
yepe3 MyJl BUIBHMX IIanepoHiB 3acHoBaHo Ha cxemi (Rutherford et al., 2007;
moaudikoBano). Kpim toro, HSP90 HeraTuBHO peryiorTh PEakIliio TEMI0BOTO
oKy, 3B's13yroun HSF y dopmi monomepis. (b) IIpu HakonnveHH1 JeHaTypOBaHUX
OUIKIB y pe3ynbTati Aii HecnpusTiuBux YnHHUKIB HSP90 nepexmtoyatoThes Ha 1X
3B'si3yBaHHA. Iy BUIBHUX HIaNE€pPOHIB 3MEHIIYETHCS, 10 MOCIA0JI0€ aKTUBHICTh
cyOcTpariB 1 3alekHi BiJ HHX mpouecu. BuBiabHenns HSF npuszBoguth 10
YTBOPEHHSI aKTUBHUX TPUMEPIB, X TpaHCHOPTYBaHHS A0 sapa, iHAykuii HSP Ta
inmmx HSF-3anexxnnx reniB. HoBocuntezoBani HSP chpsmoBytoThbes Ha
BITHOBJIEHHSI MPOTEOCTa3y, MICJIsSI YOTO CHUCTEMa MOBEPTAETHCSA O HOPMAIBHOTO
CTaHy.

3riiHO 3 MOJEJUII0, B HOPMI WIEHH POJMHHU MEPEBAXHO 3ay4eHl J10
o0cnmyroByBaHHs crnenu(piYHUX CyOCTpaTiB, TOMI AK iX y4acTh y 3B'SI3yBaHHI
HEHATMBHUX OLIKIB € MIHIMAJIbHOK. BinnoBigatoun 3a A03piBaHHS OIKIB PI3HUX
pPEryIsTOPHUX TNUIAXIB 1 JomoMararoud iM y  (QyskmionyBanHi, HSP90
HNIATPUMYIOTh TPAHCAYKINIKO CHUTHAIIB 1 CTaOUIbHE MPOXOHKEHHS BIAMOBIIHUX
PETYISATOPHUX TPOIIECiB, 10 3ade3neuye (HopMyBaHHS CTAaHAAPTHOTO (EHOTHITY.
[Tpu boMy, cTabLTI3yIOYN CTPYKTYPY METacTaOlIbHUX OLTKIB-KIIEHTIB, IIAMEPOH
MO>KE€ BHKOHYBAaTH posib Oydepa, akuii oOMexye BIUIMB (uIyKTyauiid (axTopis
30BHIIIHBOTO 1 BHYTPIIIHBOIO CEPEAOBHINA Ta MPOSB FEHETUYHUX 3MiH. OCKUIBKU
HSP90 npucyTHi B ycix opraHi3Max 1 MICTSATbCS B KJIITHHAX y BEJIUKIN KUIBKOCTI
3a HopMaibHuX yMOB (Nollen, Morimoto, 2002), iX 3gaTHICTb 10 peryJsiii
AKTUBHOCTI HU3KU PETYJISATOPHUX OUIKIB MOXE OyTH YHIBEpCaJbHUM MEXaHI13MOM
MIATPUMAHHS CTaOUIBHOCTI POCTY Ta PO3BUTKY. 3a il HECHPUATIMBUX YMHHUKIB
HaKOMMYEHHS JeHaTypoBaHux OunkiB mepemukae HSP90 na ix 3B's3yBaHHs, 110
MPU3BOJIMTE IO OCJIAOJICHHS aKTUBHOCTI OUIKIB-KJIIEHTIB 1 3aJICKHUX IPOIECIB,
pOSBY T€HETHMYHUX 3MIH Ta MOCWJICHHS BHYTPIIIHbOI HECTAOUIBHOCTI PO3BUTKY.

Taka koopaunamis cnenudiuanx 1 Hecrenupiyanx Qynkmiin HSP90 uepes myn
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BIIbHUX IMIANIEPOHIB KIITHMHU IPYHTYETHCS Ha cxemi, 3ampononoBaHiii Rutherford
et al. (2007). IlpumnyckaeTbcs, 110 BUOIp MillIEeHEH MK PI3HUMHU CHEHU(IYHUMHA
cyOCcTparamu 1 JeHaTypOBaHUMH OUIKAMU PETYJIIOETHCA 1X BIAHOCHOIO apiHHICTIO
710 IIarepoHa.

Onnak, 3 ormany H©Ha 3aar"Hicte HSP90 HeratuBHO  perynroBaTH
TpanckpunuiiHi pakropu HSF 1 Takum 4MHOM KOHTPOIIOBATH PEAKIIIIO TEIJIOBOTO
IIOKY Ta CTIAKICTh KJIITUH, BBAXKAEMO BKPal BaXKIMBUM II0 CIeU(idHY (YHKIIIIO
MO3HAYUTH OKpeMo. 3nmatHicTh cuctemMu HSP go aBToperysmsiii, 0e3 CymHIBY, €
(GyHIaMEHTAIBHOIO BJIACTHBICTIO KJIITHHH, SIKa CTAHOBUTH OCHOBY aBTOHOMHOTO
HNUIAXy 3a0e3nedyeHHsl 3aXUCTy ii OUIKOBOTO roMeocTasy IpH il HECTIPUSTIUBUX
YUHHUKIB 1 CAMOBITHOBJICHHSI MICJIsl HOpMaTi3allii CUTyaIri.

SIxicHuii 1 KiTbKiCHHM ckian myiy (dhoumay) Bitbhux HSP90 Bu3Havae eMHICTh
oydepnoi cuctremun HSPIO0, ii moTeHmian y miarpuManHi O1JIKOBOTO TOMEOCTa3y
KJIITUHU, OPOTUIlI CTOXaCTUYHOMY PO3BUTKY 1 IPUXOBYBAHHI TI€HETUYHOIO
nomimopdizmy. ITokazano, mo konmnenTparis HSP90 B kmiTuHax 3a HOpMaJIbHUX
YMOB MOX€ B KUIbKa pa3iB MEPEBULIYBAaTH HEOOXIIHUN IJI1 HOPMAJIBHOTO POCTY
piBenb (Ali et al., 1998). MoxHa npuUnyCcTUTH, 110 TaKa HAAMIPHICTH Jgae JodT,
KU 3a0e3nedyye HajAiiiHE MIATPUMAHHS HOPMAaJIbHUX IMPOIECIB 3a HE3HAYHHMX
Bapiamii (akTOpiB cepefoBUINA 1 HEBEIMWKOi KUIBKOCTI TEHETHYHUX 3MiH.
31aTHICTh TIMOTETUYHOI Oy(depHOI CUCTEMHU «IOTJIMHATH» cla0Ki Bapiarii yMoB
cepenoBuIlla 1 reHeTMyHoi 1HQopMmauii 0e3 mnponopiiitHoi Biamosial Oyna
nependauena C. Waddington (1942). IIpu 36inbmieHHi 1034 pakTopa MOCTYIIOBE
3HM)KEHHSI HAIOBHEHOCTI IMyJIy B PE3yJibTaTi 3B'SI3yBaHHA 3pPOCTAIOY0i KIJIBKOCTI
JICHATYpOBAaHUX OUIKIB Yy MEBHUUA MOMEHT JIOCATA€ MEXI, HWKYE SIKOI BLIBHHUX
[IaMepOHIB CTA€ HEJOCTATHHO I MIATPUMAHHS 3aJIEKHUX MPOIECIB TOBHOIO
Miporo. MokHa TPUIYCTUTH, MO TOAANbINEC MIABHINCHHS 103W (dakTopa OyIe
MPU3BOJUTH JI0 TTOCWJICHHSI HECTAOUTFHOCTI 3aJIe)KHUX BiJ MIArepoHa MPOIIECIB, 1,
BIJIMOBI1AHO, BapiaOeabHOCTI (DEHOTHUITIB, 110 MOXKE MAaTH aJalTUBHE 3HAYCHHS 3a
3MiHEHMX YyMOB. HacTynHuiéi mnoporoBuii piBeHb (hakTOpa TOB'SA3Y€ETHCA 3

nucomianiero kommuiekcy HSP90-HSF 1 3anmyckom ekcrnpecti reHiB HSP Ta 1HIIMX
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HSF-3anexHux reHiB, 110 MEBHUM YUHOM KOpPErye Mporpamy po3BUTKY. OTxke,
nyn ButbHUX HSP90 wMoske Bu3HauaTH SK Jiana3oH Bapiamiid  (akTopiB
CEpelloBHUILA, 10 HE BIUIMBAIOTH ICTOTHO HA CTAOUIBHICTH POCTY, PO3BUTKY 1
GbOpMOTBOpEHHS, Tak 1 MOPOTOBUW pIBEHb (HAKTOPIB, MEPEBUIIECHHS SKOTO
BUKJIMKA€E cTpecoBy iHayK1i0 HSP 1 mepedynoBy oHTorenetnuHoi nporpamu. [lpu
IbOMY CEHCOpPOM 3MIH CEpe/IOBHUIA € KOHIIEHTpAlisl JCHATypOBaHUX OLIKIB Yy

KJIITHHI.
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BUCHOBKH

B pesynbrari npoBeaeHHsI KOMIUIEKCHOTO JOCIIKEHHS POJII MOJIEKYJISIPHUX
maneponiB HSP70 1 HSP90 y denoTunivyniii miacTUYHOCTI POCIHUH 3’ SICOBAHO
0COOJIMBOCTI TEHHOT €KCTPECii MPECTABHUKIB IIUX MYJIBTUTEHHUX POAMH 3 Pi3HOIO
CYOKJIITUHHOIO JIOKATI3aIli€lo, Pi3HOOIYHO OXapaKTEepU30BaHO iX 3HAYCHHA Y
3a0e3nedyeHHi cTabUTbHOCTI Ta MJIACTUYHOCTI POCTY 1 PO3BUTKY POCIHH, MTOKa3aHO
icnyBanHsi HSP90-3anmexnoro wmexanizmy aBtoperyisuii ekcopecii HSP B
POCIMHHIN KIITHHI Ta 3alpONOHOBAHO MOJENb B3aeMoii pizHux ¢ynkuin HSP9O,
[0 3arajJioM CTBOPIOE IUTICHY KapTUHY (DYHKI[IOHYBAaHHS CHUCTEMHM IIANEPOHIB Y
3a0€3MeUeHH] TIACTUYHOCTI OHTOTEHE3y, a TaK0X IPOMOHYE HOBI MIAXOAM JJIs

OI[IHKU Ta MOKPAIICHHS CTaHy POCIIHUH.

1. 3a BIMBY BHCOKOi TemrepaTypu 1 BoAHOro aedinmuty Ha mpukiami 12
reHiB HSP70 1 9 reniB HSP90 Arabidopsis thaliana, siki KOnylOTb OLIKA PI3HOI
CyOKJIITMHHOI JIOKaji3alii, OpOJEMOHCTPOBAHO, WO B peakuli KIITUH Ha
BIIXWICHHS (DaKTOpa CepeoBHUINa BijJi ONTHMYMY Ta HOTO HAOJIMKEHHS 10 MEXKI
CTIMKOCTI POCIMHHOTO OpraHi3aMy OepyTh y4acThb BCi T€HM — SIK KOHCTHUTYTHBHI,
Tak 1 ipgynuOensHi. OcobmuBoCTI mpo¢iaiB TeHHOi ekcmpecii CBig4aTh Mpo
cnenudiuyHy poJib KOKHOTO WiIeHa POJAHWH y 3a0e3nedeHH] HecenugigHoi peakiii
LIAIIEPOHHOI CUCTEMMU.

2. CtBOpeHHS MJ0JAaTKOBOTO (IHIYITMOEIBHOTO) KOMIIOHEHTa KIIITHHHOTO
nyny HSP70 1 HSP90 A. thaliana 3a BIMBY BHCOKOi TeMIIEpaTypd 1 BOJHOIO
nediuuTy BiIOYBAETHCS HUIAXOM AUQPEPEHIIINHOT akTUBaLli 1HAYIUOEIbHUX TeHIB
AtHSP70-4, AtHSP70-5 1 AtHSP90-1. IlpoBigHa ponb AtHSP70-4 y ubomy
MOJISITa€ 'y BUCOKOMY PIiBHI HMOro 1HAYKIi 3a BIUIMBY 000X (pakTOpiB Ta OLIBII
MIBUAKIA aKTUBALli Ha TOYATKY PEaKIlii TEIIOBOTO HIOKY.

3. KoncturytuBna excnpecis reniB AtHSP70-10 1 AtHSP90-2 B mpopocTkax
A. thaliana  XapakTepu3yeTbCsl  TKaHMHOCTEIM(IUHICTIO, M0 BKa3zye Ha

(GYHKI[IOHYBaHHS ~ BIAMOBIIHUX IIAMEPOHIB Yy MIATPUMAHHI CHEHU(PIYHUX
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KIITUHHUX TporeciB. Excnpecis AtHSP70-10 npuTtamanHa rigaTojam 1
NPUIMCTKAM CIM SIONb 1 CIPaBXKHIX JIMCTKIB, KJITHHAM KOPEHEBOI HIMUKHU 1
LHEHTpaJIbHOTO LuiiHAapa kopeHsa. Excnpecis AtHSP90-2 BinOyBaeTbcs B YCIX
opraHax, HaWOLIbII IHTEHCUBHO — B MPOBIAHUX IMy4YKaxX, MMapeHXiMmi, Trijarogax i
MPUIMCTKAX CIM SJI0JIb 1 CIIPaBXXHIX JIUCTKIB, 1 XapaKTePHU3yEThCA BapiabEIbHICTIO
il 3araJIbHOro piBHA MDK IHAMBIAyyMaMu. 3a BIUIMBY BHCOKOi TeMIEpaTypu 1
BOJHOTO JAe(IIUTY JIOKAJI3aIlisl eKCIpecii IUX TeHIB B IJIOMY 30€epiraeTbes, 3MiHU
CTOCYIOThCS] IHTEHCUBHOCTI €KCIIPECIi.

4. Bugu 3 pI3HUM apeajoM 1 aJanTUBHUM MOTeHUIanoM — A. thaliana
(Brassicaceae), Malva silvestris, M. pulchella (Malvaceae), Sium sisaroideum
(Apiaceae) 1 Trapa natans (Trapaceae) — MarOTh IMYHOCIIOPIAHEH1 ITUTO30JIbHI
HSP70, 6a3oBuii piBeHb SAKHUX 1 CTYIIHb AaKTUBAIlli MNpPU CTPECi MO3UTHUBHO
KOPEJIIOIOTH 31 CTIMKICTIO POCIMH /10 BUCOKOI TeMIIepaTypu Ta 3aTOoIieHHs. Buaosi
0co0IMBOCTI KiHETUKH cuHTe3y X HSP70 y BiAnoBiAb Ha BUCOKY TEMIEPATYPY,
3aTOIJICHHSI 1 TPOTPEeCyrourid BOJHMMA AePIUT Ta iX TICHHM B3a€EMO3B’S30K 3
npouecaMu MeTafoJiyHOol, (i310J0TYHOI 1 CTPYKTYpPHOI ajamnrtauii poCivH
CBIIUYaTh IMpPO MPHUCTOCYBaHHS KOHCEPBATUBHOI CHCTEMU LIANIEPOHIB JO
aJIalITUBHUX O0COOJIMBOCTEN BUIIB MPOTITOoM (DIJIOTEHETUYHOTO PO3BUTKY.

5. ¥V 3patHocTi S. sisaroideum ajganTyBaTHCS IO I'PYHTOBOI'O 3aTOIUIEHHS
BUPIIIAIBHY POJb BIAIrpaE T€HETUYHA JACTEPMIHOBAHICTh KOMIUIEKCHOI BiJIOBII
Ha KOPEHEBY TINOKCII0O Ha PI3HUX PIBHAX OpraHizaiii, sika BKJIIOYA€E BUCOKY
iHTeHcuBHICTh cuHTe3y HSP70 (xomnonenta Hecmemugiunoi peakmii) 1 A
(bepmenty  aHaepoOHOI  ajamrarllii)  NOPOTATOM  MEpIOAYy  yYTBOPECHHS
AepPEHXIMOHOCHUX aJBEHTUBHUX KOpeHIB (MoOp(oioriyHoi aganraiiii), a TaKoxX
KOOTIEpaIlii0 aepOOHMX 1 aHaepOOHUX EHEPreTUYHHX MPOIECIB y Yaci Ta MpOCTOpPI.
Hagnakwu, HectilikoMy 110 3aToruieHHs A. thaliana, akuii MOXe BUTPUMYBATH JIHIIIE
TUMYAcCOBE NEPE3BOJIOKEHHS IPYHTY, IPUTAMaHHA HETpHUBaJIa MOMIPHA 1HIYKIISA
HSP70 1 AIl" mpu HE34aTHOCTI /10 YTBOPEHHS PO3BUHEHOT aCPEHXIMH.

6. Bmict muto3onpHux HSP70 B nmcTkax MOXHa BHKOPHUCTOBYBATH SIK

IHTErpajibHAN TOKAa3HUK CTaHy POCIMHHOTO OpraHi3My. 3alpoOlOHOBAHO METO]
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OLIIHKK CTaHy pociuH 3 BUKOopucTaHHSAM HSP70 sik Glomapkepa sl TeCTyBaHHS
POCIIMH MPUPOJHUX YIPYIOBaHb Ta IHTPOIYKOBAHUX POCIIHH.

7. Hurozonsni HSP70 1 HSP90 GepyTh ywacTh y cTpec-peakiii KJIITHUH Ha
HE3BUYHI JUISI POCIUH 3MIHM TPaBITAllITHOTO HABAaHTAXXEHHS — TiMeprpaBiTaIliio 1
KJIIHOCTaTyBaHHS Ta B ajanTaili 10 TPUBAJIOrO KIIHOCTAaTyBaHHS, IO SIKOTO B
pPOCIIMH BIJACYTHSI T€HETUYHO JAETEPMIHOBAHA Iporpama IJIaCTUYHOI Biamosijal. B
peakiii MHMX [IANepoHIB HAa KIIHOCTATyBaHHA BH3HAYEHO €(EeKT BJIACHO
CUMYJIbOBAHOI MiKporpasiTaiii. /loBeaeHo, 1110 KIIHOCTATyBaHHS MPU3BOJIUTH /10
BUHUKHEHHS TEPEXPecHOi CTIMKOCTI O BUCOKOI TeMIEpaTypH, 30KpeMa 3aBIsSKU
MOCUJICHHIO 3J]aTHOCTI KJIITHH 10 1HAYKIil TeHiB uux HSP B peakilii TeraoBoro
IOKY.

8. ImmyumbensHi 1tuTo30mbH1 HSP70 1 HSP90 € BaxkiuBUM 1HCTPYMEHTOM y
3a0€3MEeUeHH] CTIHKOCTI POCAMHHUX KIITHH, IO TIATBEP/PKEHO 3HMKCHHSIM
BIKMBAHOCTI HOKAyT-MyTaHTIB Athsp70-5 1 Athsp90-1 3a BIUIMBY NOTEHLIMHO
JICTAIBHOI TEMIIEpaTypy Ta 3HIKEHHSIM X POCTOBOI aKTUBHOCTI B YMOBAaX BOJHOTO
ne¢iuuty (0a3oBa CTIMKICTB); MOCWICHHSIM ekcrnpecii iHayuuOensHux HSP70 1
HSPY90 npy BUHMKHEHHI 1HIYKOBAaHOI CTIMKOCTI (IMiJBHUINEHHS TETUIOCTIHKOCTI B
pe3yJbTari mornepeHboi 00poOKHU CyOJIeTAIBHOK TeMIIEpaTyporo) 1 mepexpecHoi
CTIAKOCTI (T1BUILIEHHS TEIUIOCTIMKOCTI M1/l BIUIMBOM KJIIHOCTATYBaHHS).

9. IuridyBamus HSP90 B xmiTmHax mpopocTKiB A. thaliana BUKIMKae
iHaykuito cuaresy HSP70 1 HSP90 3a BincyTHOCTI cTpecy, 110 € MiATBEPAKEHHIM
ICHYBaHHSI y POCJIIMHHUX KJITHH MEXaHI3MYy HETraTUBHOI PeryJiilii eKCIpecii reHiB
HSP muro3onsanmu HSP90 3a mpuHIMnom 3BopoTHOTO 3B’s13ky. OOpoOKa HaCIHHS
iHriditopom HSP90 npusBoauts 1o miasuienHs 6azosoro pisHss HSP70 1 HSP90 B
KJIIITUHAX MPOPOCTKIB, a TAKOX JI0 MOCWJICHHA iX CHHTE3Y Ta CTIMKOCTI POCIMHHHX
KJITUH 32 BIUIMBY MPOTEOTOKCUYHMX YMHHHUKIB (BHUCOKOI TeMIlepaTypu Ta
10HI3YI04OI pajianmii).

10.ITocunennst eHoTuniuHoi BapiaOeabHOCTI TpH 1HTIOYBaHHI IIAIEPOHIB
HSP90 B naGoparopHux niHisIX eKoTUMiB A. thaliana npu ONTUMAIBHUX YMOBAX

JEMOHCTPYE 3HAYEHHS 3arajlbHOi aKTUBHOCTI KIITHUHHOro myny HSP90 nns



367
ctabimizamii poCTy, pPO3BUTKY 1 HOPMajgbHOrOo (OPMOTBOPEHHS 3a BIUIUBY
MIKpPOQUIYKTyaIliii BHYTPIIIHBOTO 1 30BHIIIHHOTO CEPEAOBUIIIA.

11.3HmKeHHsT BUKUBAHOCTI T€HETUYHO MojiMopdHoro HaciHHs A. thaliana,
JIECUHXPOHI3aIlisl POCTY Ta MOCHJICHHS (PEHOTHIIYHOI BapiabeIbHOCTI IPOPOCTKIB
npu iHrioOyBanHi HSP90 cBiguuTh mpo yd4acTh IUX INANEPOHIB y MiATPUMAaHHI
npoTteocTasy, cTalimizamii pocty Ta (GOPMOTBOPEHHS POCIMH Mmichs il
T€HOTOKCHYHUX (haKTOPIB.

12. 3 BUKOpUCTaHHSAM HOKayT-MyTaHTiB Athsp90-1, Athsp90-4, Athsp70-5 1
Athsp70-14 A. thaliana BcTanOBIEHO, 0 PYHKIIIOHYBaHHS OKPEMUX IIUTO30JIbHUX
130¢popm HSP90 1 HSP70, ik KOHCTUTYTHBHUX, TaK 1 IHIYIIUOETLHUX, € BAXKIUBUM
JUIs ctalumizamii HopMalibHOro (GOpPMOTBOpEeHHS pociuH. IIpomemMoHCcTpoBaHO
y4acTh MX OUIKIB y 3a0e3medeHH] cTaOUTbHOCTI TUTACTHYHUX PEAKIINA, 30KpeMa
pPOCTOBOi aKTUBHOCTI Ta MPOCTOPOBOI OpI€HTAIll TIMOKOTWISI Ta KOPEHS
IOPOPOCTKIB 32 3MIH I1HTEHCHUBHOCTI CBITJIa Ta HaNpsAMKY 1 BEJIWYUHU
rpaBiTamiiHoro ctumyny. OcoOauMBOCTI (PEHOTHMIYHUX 3MIH Y MyTaHTHUX JIHIN
CBIlUaTh MpPO MEBHY CHEUUPIYHICT (PYHKUIOHYBaHHS BiamoBigHux HSP y
HNiATPUMaHHI POCTOBHX IporieciB. Bim3HadyeHo, IO BIUIMB IIANCPOHIB HA
BU3HAYECHHS MOP(POTreHETUYHOI MPOrpaMu POCIUH MOXE BiIOYyBaTUCS ITUCKPETHO
Ha p1BHI MOAYJIS.

13. Ckmag 1 3arajgbHa aKTHBHICTh KIITUHHOTO Myny ImamepoHiB HSP90 i
HSP70 € BaxxnuBuMH AJid NIATPUMAHHS CTaOLIBHOCTI POCTY 1 PO3BUTKY POCIIHH.
30UTbLIEHHSI BMICTY LMX IIANEPOHIB MpU 3MIHAX (DAKTOPIB CEpEelOBHUINA Ta
HAOJIMDKEHHI 10 MEX1 CTIHKOCTI 3a0e3Medye 3aXUCT MPOTE00CTa3y SK 3a HAsSBHOCTI
TE€HETUYHO JIETEPMIHOBAHOI MPOrpamMu IIACTUYHOI BINOBI/I, TaK 1 3a ii BIACYTHOCTI
(mpu 3MiHAX TPaBITAlIMHOTO HaBaHTaKEHHs). Jliama3oH CTIHKOCTI POCIUHHOTO
OpraHizMy € JAMHAMIYHMM 1 MOXXE PO3IIMPIOBATHCH B PE3yJbTaTi akjaiMalii a0
cyOJieTalIbHOT 703U CTpecopa 3a paxyHOK 30UIbIIEHHS KiiTUHHOro myny HSP,
eI 3a Bce — iHAynuOenbHuX wieHiB. OTKe, IUIACTUYHICTh IIAaNePOHHOT CHCTEMU
3a0e3nedye CTaOUIbHICTh 1 IJIACTUYHICTh KaHAII30BAaHOTO PO3BUTKY POCIUH Y

MeXkax J1ara3oHy CTIHKOCTI.
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MMPAKTUYHI PEKOMEHJIAIIIT
Po3pobnennii mMeTo OLIHKK (P1310JOTIYHOTO CTaHy POCJIMHHM Ta BIUIMBY
eKOJIOTTYHUX (haKTOPiB HA POCIHMHY MIJISXOM BU3HA4YeHHsS BMicTy OinkiB HSP70 3a
JIOTIOMOT'OI0  IMYHOZETEKIIli PEeKOMEHIY€EThCSI BUKOPUCTOBYBATU IS TECTyBaHHS

CTaHy POCIIVH MPUPOAHUX €KOIEHO31B Ta IHTPOAYKOBAHUX POCIIHH.
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