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OCHOBHBbIE 3TAINbl POPMUPOBAHUA KJIETOYHOIO OTBETA
Y PACTEHMW HA BbICOKOTEMMNEPATYPHbIE BO3SOENCTBUA

NU. A. Hunoea, J1. B. TonuueBa, A. ®. Tutos

UNHcTutyT 6mnonorum Kapesbckoro Hay4Horo ueHTpa PAH, lNeTpo3aBoack

B ctaTtbe 0606LLEeHbl IMTEpPaTYpPHbIE AaHHbIE 0 POPMUPOBAHNN KJIETOYHOIO OTBETA Y pac-
TEHUI Ha BbICOKOTEMMEPATYPHbIE BO3AENCTBUSA. PACCMOTPEHbI €ro OCHOBHbIE 3Tarnbl:
BOCMNPUSTME BbICOKOTEMIMEPATYPHOIO BO3AENCTBUSA, Nepenaya cCurHasna o0 BbICoOkoTeMne-
paTypHOM BO3JENCTBUM, CUHTE3 6enkoB TernoBoro woka (BTLU). OnucaHbl HeEKOTopbIEe
CTPYKTYPbl U KOMIMOHEHTbI KIETOK, KOTOpblE ABASIOTCS Hanmbosiee BEPOSATHbIMU y4acT-
HUKaMu BOCMPUATUS KJIETKamMU pacTeHuii TernsioBoro Bo3aeiicteusl. Ocoboe BHMMaHME
YLENEHO nnasmanemMme, KajibLIMEBLIM KaHaslaM U MOHaM KasibLUys, a TakKe BO3SMOXHOMY
y4yacTuIO B 9TOM npouecce umMtockeneta, utoxpoma B, BTLL70 v BTLL90. PaccmoTpeHo
npeanonioxeHne 06 y4acTum BTOPUYHBIX CTPECCOB, B YaCTHOCTU CTpecca aHaon asma-
Tnyeckoro petukynyma (OP-cTpecc), B ka4uecTBe HavasbHbIX 3BEHbEB B O0LLIEN LIenu co-
ObITUIA, CBA3AHHBIX C BOCMPUSTUEM 1 Nepeaayein CurHana o BbICOKOTEMMNEPATYPHOM BO3-
nencteumn. NokasaHo, HTO MOHbI KasbLus U akTUBHble hopMbl kucnopoaa (ADK) moryT sB-
NATbCHA KOMIMOHEHTaMM CUCTEMbI Nepesayn CurHana O BblICOKOTEMNEPaTypHOM BO3LEN-
cTBUU. [TOMUMO 3TOr0 B CUrHAJIMHIE TEMJIOBOr0 BO3AENCTBUSA MOTYT MPUHMUMATL y4acTume
KasnbLMIA-CBS3bIBatOLLME OENKN, TUMUOHbLIE CUTHASIbHbIE MOJIEKYJbI, PUTOrOPMOHbBI 1 pa3-
JINYHbIE TPAHCKPUNUMOHHbIEe dakTopbl (HSF, MBF1, DREB, C2H2 ZF v gp.). NoayepkHyTa
ocobasi posib B OTBETHOW peakLmn pacTeHUIA HA AENCTBME BbICOKOW TEMMEPATYPbI LLIOKO-
BbIX OEJIKOB 1 PACCMOTPEHO y4acTue B 3TUX NPoLeccax 0cHOBHbIX rpynn BTLLU: BTLL100,
BTLU90, BETLW70, BTLL60, HMBTLL. CoenaHo 3aknto4yeHne, YTO BOCAPUATUE BbICOKOTEM-
nepaTypHOro BO34eNCTBUS, Nepeaaya CUrHana 0 Hem B 14p0 U CUHTES LLIOKOBLIX OEJIKOB,
ABNSAIOLMECS KITIOYEBLIMU COOLITUAMU B NpoLecce GOopMUPOBAHUS KIIETOYHOIrO OTBETA
Yy pacTeHult Ha BbICOKOTEMMNEpPaTYPHble BO3AENCTBUA, MPUBOAAT K MOBbILLEHWUIO BbIXUBa-
€MOCTU pacTeHWUI B YCIIOBUSX OENCTBUSA BbICOKOM TeMnepaTypbl.

KnioyeBble C0Ba:pacTteHns; BbiICOKasd TEMNepaTypa; BOCNpPUATUE U Nepeaada cur-
Hana o0 BbICOKOTEMMEPATYPHOM BO3AENCTBUN; CUHTES ©enKoB TEMJIOBOrO LLOKA.

. A. Nilova, L. V. Topchieva, A. F. Titov. MAIN STAGES OF PLANT
CELLULAR RESPONSE TO HEAT STRESS

The article provides a recapitulation of published data on plant cellular response to high
temperature stress. We have reviewed the main stages of this response: heat sensing
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and signal transduction and synthesis of heat shock proteins (HSP). Some structures and
components of plant cells, which are the most probable participants of heat sensing, are
described. An emphasis is placed on plasmalemma, calcium channels and calcium ions.
The hypothesis of the participation of cytoskeleton, phytochrome B, HSP70 and HSP9O0 is
also considered. Another idea of the article is possible participation of secondary stress,
for example ER-stress, in heat sensing and signaling. It is shown that calcium ions and re-
active oxygen species (ROS) are components of the heat signaling pathway. Additionally,
calcium-binding proteins, lipid signaling molecules, phytohormones and transcription
factors (HSF, MBF1, DREB, C2H2 ZF) can participate in signal transduction pathways
induced by high temperature. The article stresses a particular role of heat shock pro-
teins (HSPs) in plant response to heat stress. Five major groups of HSP (HSP100, HSP90,
HSP70, HSP60, sHSP) are taken into consideration. Sensing of heat, heat signal trans-
duction pathways and synthesis of HSP are the main events in the process of plant cellu-
lar response to high temperature stress. The final result of these events and other temper-
ature-dependent changes in plants is enhanced thermotolerance of plant cells and whole
plants that lead to higher plant survival under high temperature stress.

Keywords: plants; high temperature; heat sensing and signal transduction; synthesis

of heat shock proteins.

BBepeHue

PacTteHnda B OoTnnyne OT XMBOTHbIX BEOYT, Kak
npasuo, NMPUKPerJieHHbI obpa3 Xn3HW, U yxe
B CUJTy 9TOr0 06CTOATENBCTBA MM HAMHOIO CJIOX-
Hee BbkMBaTb B HeBAAronpuUATHbLIX YCIOBUSX
BHELWHeN cpepdpl. [MoaToMy B npouecce 9BOSIO-
LMY OHW BblpaboTanu LWMPOKUIA CNekTp 3almnTHO-
NPUCNOCOBUTENbHBLIX PeakUMii U aganTalMOHHbIX
MexaHM3MOB, KOTOpbIE MOMOralT UM npucnocab-
NIMBATbCS N BbIXMBATb B CaMblX PasHOOOpPa3HbIX
cutyaumsax. COOTBETCTBEHHO, OTBET pPacTEeHUN Ha
yXy[OLleHne BHELLUHWX YCIIOBMA nNpeacTaBngeT co-
OO CNOXHbIA KOMMEKC PasfiNyHbIX aaanTUBHbIX
peakunii, KaKk Ha ypOBHEe Lesioro pacTeHus, ero
OpraHoB W TKaHeW, Tak U Ha KJIETOYHOM YPOBHE.
Mx ntorom siBnsieTcs npmucnocobneHne opraHms-
Ma K HOBbIM YCJIOBUSIM U BbDKMBAHUE UNN €ro rm-
6enb. Ha KneTo4yHoM ypoBHE B OCHOBE OTBETHOM
peakumy pacTeEHUIA NEXUT CNOCOOHOCTb CTPYKTYP
M KOMMOHEHTOB KJIETKM K BOCMPUATUIO CTPEeCcC-
dakTopa, nepegada (TpaHCAYKLMS) CUrHana o ero
0eNCTBUM B Apyrne KOMNapTMEHTbI KJIETKU U, YTO
0COOEHHO BaXxHO, B 94p0 1 fasnee 3anyck OTBeT-
HbIX peakLUnii, HanpaBfIEHHbIX HA YCTPaHEeHNE BO3-
HUKaOLLMX OYHKLMOHASIbHBIX HAPYLLUEHUA (OTKJ10-
HEHWI) 1/UNN NOBPEXAEHNIN KNIETOUYHbIX CTPYKTYP,
ecnn ux maclitab He 4OCTUI KPUTUHECKOro ypOoB-
HS1, NPEBbILLAILWLEro aaanTauMOHHbIE BO3MOXHOC-
TV OpraHn3ma.

B nocnegHve rogbl npy Udy4yeHnn yCTomnymBo-
CTW pacTeHUn K OeNCTBUIO BbICOKMX TeMneparyp
0Cco00e BHMMaHWEe YyOenseTcs MOJIEKYNISPHbIM
MexaHn3Mam, 1 npexae BCero MexaHuamam, 3a-
TparvealwWuM OYHKLMOHAJIbHYIO aKTUBHOCTbL re-
HoMa. Bo MHorux paboTtax nokasaHo, 4TO MOBbI-
LEeHMEe YCTOWMYMBOCTWU pacTeHuid, Habnwgaemoe
B OTBET Ha [elCTBME BbICOKOM TemrepaTypsl,

HenocpeacTBEHHO CBSI3@HO C  U3MEHEHUSIMU
B 3KCMpeccun JocTaTo4yHo 6oNbLIOro yucna re-
HOB, pPe3y/ibTaTOM 4ero, B YaCTHOCTU, ABNSETCS
aKTMBaLMS CUHTE3a LLIOKOBbIX (CTPECCOoBbLIX) 6en-
KOB M OHOBPEMEHHO CHUXEHME CUHTE3a MHOIMMX
6enkoB, obpasyomxca B Hopme [Rizhsky et al.,
2002; Volkov et al., 2003; JlytoBa u gp., 2010], T.
€. MOBbILLEHVE YCTONYMBOCTU KJIETOK U PacTeHus
B LL€JIOM OCHOBLIBAETCS B 3TOM C/ly4ae Ha UCMoJib-
30BaHMM MeXxaHu3ma penpeccun-aepenpeccum
pas3nuyHbIX rpynn reHoB. benku, yyacTBylowme
B OTBETE OpraHnM3ma Ha CTpecc, pas3fensioT Ha
OBe rpynnbl: NnepBas U3 HUX NpeacTaBnseT cobom
CUTHasbHbIM  KOMMOHEHT, 6Gnarogapsi KOTOpOMy
OCYLLECTBSETCS BOCMNPUATUE U Nepeaya CTpec-
COBOr0 CurHana, a BTopas rpynna — QyHKUMO-
HaJIbHbIA KOMMOHEHT, 3a CYET KOTOPOro B UTOre
N MPOUNCXOONT NOBbILLEHNE YCTONYMBOCTU K CTPEeC-
cy [JlytoBau gp., 2010; Qu et al., 2013].

Mcxons n3 obwmx coobpaxeHnin u ana ynob-
CTBa PaCCMOTPEHUS CYLLECTBYIOLMX B nMTepa-
Type OaHHbIX BECb NMpouecc GopMUPOBaHUS Ke-
TOYHOrO OTBETA Y PaCTEHUN HA OENCTBME BbICOKNX
TemnepaTyp, BCned 3a APYrMMU aBTOpamMu, Mbl
pasgenuav Ha Tpu aTana: BOCMPUSATME BbICOKO-
TemnepaTypHOro BO34eNCTBUS, Nepegaya curHa-
Jla 0 BbICOKOTEMMNEPATYPHOM BO3OENCTBUU U CUH-
Te3 LLIOKOBbIX OEJIKOB.

Bocnpustue u nepenada curHana
0 BbICOKOTEMMepaTypHOM BO34,eACTBUN

Bocnipusitne BeicokoTEMNEpaTypHOro
BO34EenCTBUS

Knaccuyeckad cxema nepepaqm curHana
B KJNETKY BKJOYAEeT B3aVMMOLENCTBUE BHELUHEro
dakTopa nnun ctumMyna (HanpumMmep, GUTOrOPMOHbI,
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Peakuns kneTok pacteHusa Ha BO3OeNCTBMe BbiICOKMX Temnepatyp [Mittler et al., 2012]. Beicokasg TemnepaTtypa Bbl-
3bIBAET yBeJIMYEHME TeKy4eCTu nnasmanemMmbl, BCIEeACTBUE Yero akTUBUPYIOTCH KanbLUUeBbIe KaHasbl 1 BO3pacTa-
€T KOHLEHTpaumMs MOHOB KabLUa BHYTPU KJETKU, aKTUBUPYETCH JIMNMOKCUIeHas3Hasa CurHasnbHaa cuctema. BHyTpu
KNEeTKN MOHbI KanbLMS aKTUBUPYIOT KabLMACBA3bIBAOLLME OENKM U KabLMA3aBUCUMbIE MPOTENHKMHA3BI, KOTO-
pble B CBOI O4Yepeb aKTMBU3MPYIOT MUTOrEH-aKTUBUPYEMble NpoTenHKkMHasbl 1 Td: HSF/PTLU, MBF1, DREB2.
OQHOBPEMEHHO C 3TMM Pa3BMBAETCS OKUCIIUTENbHbIV CTPECC 1 HakarnnmBatoTcs ADK, KoTopble Takke MOTyT akTu-
BupoBaTtb TD. B aape KneTkn n3MeHsIeTCsA AOCTYNMHOCTb XpPOMaTUHA AJ151 TPAHCKPUMLMOHHOMO annapara. YyTb noaxe
B 9P pasBuBaetcsa OP-cTpecc, B pedynbrate koToporo aktmsmpyetcs IRE1 n Takme Td UPR, kak bZIP17 u bZIP28.

Heat stress — TennoBoli cTpecc (BbiICOKOTEMMEpPATYpPHOE BO3AeNCTBME), calcium channels — kanbumeBble KaHanbl, unfolded
protein — HenpaBuWJIbHO ynakoBaHHble 6esikn (6enkn ¢ HapyLeHHOM CTPYKTypoii), chaperone — wanepoHbl, ROS/redox network —
OKNCNNTENbHO-BOCCTAHOBUTENbHBLIE peakumn, cyt-UPR (cytosolic unfolded protein response)/ ER-UPR (endoplasmic reticulum
unfolded protein response) — oTBeT Ha HeMpaBWSIbHO yrNakoBaHHble Geniky B UMTO3051e / 3HO0MIa3MaTUY4eCKOM PeTUKyyme,
kinase — knHasa, PLD (phospholipase D) — docdonmnasza D, PIPK (phosphatidylinositol-4-phosphate 5-kinase) — pocdarngmnmHo-
3uTon-3-pocdar-5-knHasza, PIP2 (phosphatidylinositol-4,5-bisphosphate) — pocdarngmunmHosuton-4,5-gudpocdar, IP3 (inositol-
1,4,5-trisphosphate) — nHosuton-1,4,5-tpudocodar, PA (phosphatidic acid) — dochatnannosas kncnota, PP7 (serine/threonine
phosphatase 7) — cepuH/TpeoHnHoBasa docdatasa 7, RBOHD (respiratory burst oxidase homolog protein D) — NAPDH-okcnpasa
nnasmanemmsl, O, — CynepokcuaHbIi aHnoH-paavkasn, CaM3 (calmodulin-3) — kanbmoaynmH, CDPK (calcium-dependent protein
kinase) — kanbumisaBsmcumasn npotenHkmHasa, MAPKs (mitogen-activated protein kinase) — MutoreH-akTmBnMpyemble NPOTENHKN-
Hasbl, CBK (calcium/calmodulin-binding protein kinase) — kanbumin/kanbsmMmogynmH3asmcmmas npotenHkmHasa, HSP90 (heat shock
protein 90) — 6enok Tennosoro woka 90 (BTLU90), H2A.Z — rucToH, BapnaHT KOPOBOro rmctoHa H2A

AJINCUTOPLI U T. 4.) C onpefeneHHbIM1 peuenTto-
pamMun, pacronoXeHHbIMU Ha MOBEPXHOCTU Kie-
Tok. OgHako Temnepartypa npeacraBnsieT cobomn
dakTop GU3NYEecKon npupoLbl, AENCTBYIOLLNN
anddy3HO, U B OTANYNE OT XUMUYECKUX 1 ONOTU-
yecknx (akTOpPOB HaNMymMe B KEeTKax PacTEeHUn
crneundmnyecknx peLenTopoB 4J1s1 BOCNPUATUS Bbl-
COKOTEMMepaTypHOro BO3LENCTBUS €Lle TOJIbKO
obcyxnaetcs. [Mpobnema 3ako4aeTcs B TOM, HTO
TemMnepartypa BAUSET NPakTU4eCcKn Ha BCE CTPYK-
TYpbl U KOMMOHEHTbI KJIETOK O4HOBPEMEHHO U Te-
opeTnyeckn nobasi(oi) N3 HUX MOXET BbICTYMUTb
B Ka4ecTBe TepmopeuenTtopa (puc.). Hanpumep,
XapakTepHbIMN U3MEHEHNAMU, MNPOUCXOOALLNUMU

B KJIETKE MpW BO34ENCTBUN BbICOKMX TEMMepaTyp,
ABNAIOTCH: UBMEHEHMS B MEMOPaHHbIX CTPYKTYpax
N UMTOCKeneTe, PEMOLENMPOBAHME XpOMaTuHa,
n3mMeHeHne KoHdopMaunm 6enKoB, HapyLLeHE NX
CUHTE3a U1 yCuJieHme pacnaga, MSMeHeHMe CKOpo-
CTW MOHHBIX MOTOKOB N PasfinyHbIX BUOXMMUYec-
KUX peakuuil, HaKOMJIEHNE CUMHaSIbHbIX MOEKY
pasnu4Hon npupoasl u T. 4. [Tapyesckuii, 2002;
Tuteja, Sopory, 2008; Konynaes, Kapneu, 2010;
Grover et al., 2013; Hasanuzzaman et al., 2013].
Tem He MeHee B HacTosiLiee BpeMs Kioyesas
ponb B NpoLLeccax BOCMPUATUS BbICOKOW Temne-
paTypbl OTBOOUTCS NnasmMaTudeckoli mMembpaHe
[Los, Murata, 2004; Horvath et al., 2012; Mittler

Q,



et al., 2012; Bahuguna, Jagadish, 2015]. Kak n3-
BECTHO, MO, BJ/IMSHWEM BbICOKOM TemnepaTypbl
du3nyeckme cBolcTBAa MeMOpaHHbIX NUMNMO0B
N3MEHSIOTCS, U 3TO MPUBOAUT K YBENMYEHUIO Te-
KydyecTn membpaH [Horvath et al., 1998; Falcone
et al., 2004; Los, Murata, 2004; Kdnigshofer et al.,
2008]. B cBow o4epenb, COCTOSHME NUMNUAHOMO
ovcnos meMbpaH BANSIET Ha akTMBHOCTbL MeMbpa-
HOCBSI3aHHbIX OenKoB, NMPeACTaBfIEHHbIX, B 4acCT-
HOCTU, PasfINyHbIMU TPAHCMOPTEPaMWN, NOHHBIMU
KaHanamu, accouMMpPOBaHHbIMU C peLenTopammu
npotenHkmHazammn [Ruelland, Zachowski, 2010;
Digel, 2011] n ceHcopHbiMn 6Genkamu [Horvath
et al., 1998; McClung, Davis, 2010; Cybulski, de
Mendoza, 2011]. NMoaTOMYy KaXeTcsli eCTECTBEH-
HbIM MPEANoIoXKEHNE O TOM, HTO UBMEHEHME TEKY-
4yecTu Naas3maTnyeckor membpaHbl SBNSIETCS Nep-
BUYHbIM aKTOM B Lienu coObITUM, CBA3aHHbLIX C BOC-
NPUATUEM BbICOKOTEMIMEPATYPHOIO BO3AENCTBUS,
a N3MeHeHUs KoHdopmauum MembpaHOCBA3aH-
HbIX 6eNKoB, MHOYLMPYEMbIE NEPecTpokamMmu n-
nuaHoro Gucnos, 3anyckawT B OeNCTBME Kackap,
CUTHanbHbIX NyTen, obecneymBaloLMx TPaHCOYK-
LMIO cMrHana o TenjioBOM BO34ENCTBUN U aanee
akTMBaUMIO 3aLUMTHBIX MexaHu3MoB kneTtok. O6
3TOM, B 4aCTHOCTM, FOBOPUT TOT akT, 4TO Co-
CTOsiHME nunuagHoro 6ucnost nnasmaTnu4eckon
MemOpaHbl U CUHTE3 6GeflkoB TEMj0oBOro LUOKa
(BTLU) cesazaHbl mexay coboi. Hanpumep, npwu
06paboTke OEH3UI0BLIM CMMPTOM WUAW MOA, BN-
SIHNWEM BbLICOKMX TemMnepaTtyp B KJIeTKax CYCMneH-
31MoOHHOM KynbTypbl Nicotiana tabacum L. yBe-
NIN4MBaAETCS TekyyecTb MembOpaH, Y4To npuBOaUT
K cnHTedy HSP16 n HSP14.5 [Kdnigshofer et al.,
2008]. Y cuHeseneHon Bogopocnu Synechocystis
o6paboTka 6eH3UNOBLIM CNMPTOM NPU oNTUMasb-
HOW [NA pocTa TemnepaType NpMBOAUT K CXOOHO-
My 3h@EKTY: YBEIMYEHUID TEKYHECTU KIIETOYHOM
MemOpaHbl 1, Kak cneacTBue, K akTMBaumm TpaHc-
Kpunuum reHa TennoBoro crtpecca HSPA [Horvath
etal., 1998; Torok et al., 2001].

Cnepnyert ckasaTb, H4TO B Njia3aMaTU4eckoii MeM-
OpaHe CUHHEe3eNIeHbIX BOOOPOCNEN U HEKOTOPbIX
OakTepuit TMCTUONH-KNHA3a BbICTyNaeT B Ka4yecT-
Be CeHcopa X01040B0Oro so3aencreuvs [Los et al.,
2013]. MoxHO 6b110 Obl OXMAaTh, HTO CYLLLECTBYET
1N CEeHCOp TEernjoBOro BO3OENCTBMS, OOQHAKO Moka
Takoro poga TepMoCeHCOpPLI B MeMOpaHax pacTte-
HWIM He obHapyxeHbl [Los et al., 2013]. Bo3aMoXxHO,
3Ty POJb UrPaLOT akTUBUPYEMBbIE TEMIIOM MUTOIMEH-
aktnsupyemble knHasbl (HAMK - heat-activated
mitogen-activated protein kinase), akTMBHOCTb KO-
TOPbIX TaKXKe 3aBUCUT OT TEKYHECTU nna3maTmyec-
Koii membpaHbl [Sangwan et al., 2002]. NMomumo
HWX B KQYECTBE BO3MOXHbIX TEPMOCEHCOPOB MOTYT
BbICTYNaTb creumdunyeckme KanblmeBble KaHanbl,
KOTopble 0OHapyXeHbl B MeMOpaHe KIeTok y Mxa

Physcomitrella patens (Hedw.) Bruch & Schimp.
[Saidi et al., 2009]. Y BbICLUMX pacTEHWUN, HANPW-
Mep, y Arabidopsis thaliana L., o4eBUOHO, TakxXe
MMEIOTCS KallbLUMEBbIE KaHasibl, OAHON N3 YHK-
LMA KOTOPbIX SIBASIETCS BOCMPUSTME MOBbILLEHUS
TeMnepartypbl oKpyXxatowern cpeibl. [1oaTomMy my-
TaHThbl A. thaliana no reHy CNGC2 wn P. patens no
reHy CNGCb, koompylowmm Oenky KasnbLMeBbIX
kaHanoB (cyclic nucleotide gated calcium chan-
nels), UMeT rmMnNepYyBCTBUTESbHbIN K OECTBUIO
BbICOKOM Temnepatypbl ¢eHotun [Finka et al.,
2012]. TennoyCTON4YMBOCTb TakuUX PACTEHUN MO-
XEeT NOBbILLATLCS MO, BUSIHUEM BbICOKUX TEMIME-
paTyp, HO OoJsiee HMU3KKX No abCoNOTHOMY 3Ha4e-
HUIO MO CPaBHEHMIO C TEMU, KOTOPbIE MHOYLMPY-
IOT POCT TErnJI0yCTONYMBOCTU Y PaACTEHUN OUKOro
Tuna. Mpuyem y myTtaHToB P. patens ¢ geneumsamm
no reHy CNGCb KOHUEeHTpauuss MOHOB KanbLUuMa
B uuTonnasme npm AencTBUN BbICOKMX Temnepa-
TYP BbILLE, YEM B KJIETKAX MXa AMKOro Tvna. Takum
obpasom, npepgnonaraetcsa, 4to 6enkm CNGC2
1 CNGCb mMoryT BbICTynaTb B Ka4eCTBe TEPMOCEH-
copa KJIeTOK M OTBeYaTb 3a ONTUMAaJIbHYKO peak-
LMIO PACTEHVIA Ha OENCTBUE BbICOKUX TEMMepaTyp
[Finka et al., 2012].

B Bocnpuatun v npoBeeHun curHana o Bbl-
COKOTEMMNEPATYPHOM BO3LENCTBMM OT nnasmatu-
4yeckol MemMbpaHbl BHYTPb KIETOK BaXKHYIO pOJb
urpaet umtockenet [Xoxnoa, Hesmepxwuukas,
2011]. PeopraHusaumsa akTMHOBOro UUTOCKEeneTa
MOXET MPOUCXOAUTb MPU N3MEHEHUN TEeKy4ecTu
MemOpaHbl. B nonb3y 9TOro roBopuTt TOT akT,
4yTo cTabunmsatop MUKpodUIaMeHTOB Xacnna-
kuHonug 6nokmpyeT aktuBaumio HAMK B knetkax
Synechocystis npu oencTBUM Ha HUX Temnepary-
pbl 37 °C [Sangwan et al., 2002]. Mo BNnsHMEM
BbICOKOW TeMnepaTypbl MPOUCXOAUT Aenonsapusa-
LUMa U peopraHmMsaumnst MUKpoTpyBoyYek U MUKPO-
dunamenToB [Malerba et al., 2010; Bokszczanin
et al., 2013; Lin et al., 2014]. Ai3meHeHnsa B uu-
TOockeneTe BKyne C NepecTporkamu AnnuaHoro
6ucnos membpaH BnekyT 3a coO0M OTKpbLITUE cre-
UMPUYECKNX KaNTbLMEBBLIX KAHANOB, PACMOIOXEH-
HbIX B MasManemMme, 1 nocnenyrouiee nocrynne-
HUE MOHNU3MPOBAHHOIO KasnbUUs U3 MEXKIeTou-
HOro NpocTpaHcTBa B kneTky [Saidi et al., 2009;
Reddy et al., 2011; Lin et al.,, 2014; PuxsaHoB
n ap., 2014]. MNoBbiWEeHNE KOHLEHTPALMN NOHOB
KanbUMa B UMTOMMa3Me KJEeTOK pacTeHuin (npu-
6113uTeNnbHO B 2—4 pas3a Nno CpaBHEHUIO C 00bIY-
HbIMW YCNOBUSIMKW) MPU BbICOKOTEMMNEPATYPHOM
BO34EACTBUN NMPOUCXOOUT O4YeHb BbICTPO, Hanpu-
Mep, B untonnasme knetok A. thaliana nnn y mxa
P. patens B TeyeHne 3-5 MUHYT OT Hayana noBbl-
weHna Temnepatypbl [Saidi et al., 2009; Finka
et al., 2012; Gao et al., 2012]. Ho yepe3 koOpoT-
KOe BpeMsA (HECKOJIbKO MMWHYT) YPOBEHb KanbLus
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B LMTO30J1€ HAYMHAET CHMXAaTbCH, JaXe eC/IN Bbl-
cokad TemrnepaTtypa npoaosKaeT AelNCTBOBaTb
[Saidi et al., 2009; Finka et al., 2012]. OueBngHoO,
3T0 0ObsICHAETCA TEM, YTO NOAAEPXKAHNE FOMEO-
CTasda Kanbuus B XMBbIX KNETKaX SBASETCS BaX-
HbIM YCJI0BMEM NX HOPMaJIbHOM0 PYHKLMOHNPOBA-
Hus. MpeagnonaraeTcs, 4To aMNAUTyaa konedaHuin
YPOBHS1 MOHOB KaNbLS BHYTPU KIETKM B TEYEHME
NepBbIX MWUHYT MOC/E€ MOBbLILEHUS TemMnepaTypsbl
onpefenseTr ee OTBET Ha BbICOKOTEMMNEPATypPHbIe
Bo3aencTteus [Reddy et al., 2011; Wu et al., 2012;
PuxsaHoB n gp., 2014; Lin et al., 2014]: kpaTko-
BPEMEHHOE MOCTYIMJIEHVNE VMOHOB KanbLUMWs B KJIETKU
npmBoauT K cuHTedy BTLU (HSP) n, cneposatens-
HO, K MOBbLILEHWNIO TEMJ0YCTONYMBOCTN KIETOK,
a AuTesibHOe NOCTYIJIEHNE MOHOB KaslbLUMsa — K UX
rnéenu [Saidi et al., 2009; PuxsaHoB n gp., 2014].

HeobxoouMo OTMETUTb, YTO B KJIETKax pac-
TEHUN N3MEHEHMEe COoOep>XXaHUA WOHOB KanbLus
B LUMTO30J1€ MOXET MPOUCXOAUTb U 3a CHET uX
BbICBOOOXAEHMS N3 BHYTPUKIIETOUHbIX AEMno, Ha-
npumep wu3 JSHAOO0MIa3MaTUY4EeCKOro pPeTUKyIy-
ma (OP) wnu Bakyonemn, n, BEPOATHO, BbICTyNaTb
B Ka4eCTBe OOMNOJIHNTESIbHOrO UM HE3aBMCUMOI0
MexaHn3mMa BOCIMPUATUA BbICOKOTEMMNEPATYPHOIro
BO34encTBud. Hanpumep, BOCNpUATUE BbICOKOM
TeMnepaTypbl MOXeT MPOUCXOANTb 32 CHET n3Mme-
HEeH1s1 MOTOKa MOHOB Kanbuus mexay 3P n muTto-
XOHOPUAMW, 4YTO WHUUMMpYeT Ca?*-3aBUCUMBINA
CUrHaNbHbIV MYTb 1 MOXET NPMBOAUTL UIN K aKTU-
BaLMM 3ALLNTHBIX MEXAHM3MOB, UNU K Aerpagaummn
knetok [Pottosin, Schdnknecht, 2007; Williams
etal., 2014].

CnepoatenbHO, O0MyCTMMO npeanonaratb,
4YTO Cpeau KanbLMeBbIX KaHanoB, KOTOPble MO-
ryT oTnuyaTtbCs Opyr OT Apyra Kak no Jsokanu-
3aumn (Hanpumep, niasmMartuyeckas mMembpaHa
N BHYTPUKIETOYHbIE MeMOpaHbl), Tak 1 no cro-
coby perynsumm (Hanpumep, noTeHuunan-3aBncu-
Mbl€ N NUraH4-ynpaBisgeMble KanbLUVEBbIE KaHa-
Nbl), CYLWLECTBYIOT U Takue, KOTOpble pearuvpyloT
MMEHHO Ha n3MeHeHuns Temnepatypbl [Meneenes,
2005], BbINONHASA, TakuM 06pa3oM, pPoJib Crieum-
dUYECKMX TEPMOCEHCOPOB.

Jencteme BbICOKMX TemnepaTtyp npuBoauUT
He TONMbKO K BXOAY MOHOB KasibLMs B KINETKY, HO
N K BbIXOZY 3JIEKTPOJINTOB U3 KNETKU, 4TO B 60Sb-
wen CTeneHnm CBA3aHO C YTeYKOM WMOHOB Kaniud
[Demidchik et al., 2014]. lMpuyem yMepPEHHbIN
BbIXO[, MOHOB Kanus U3 KJIETKU MOXET 3anyckaTb
peakumu, cnocobCTBylOWME ajanTaumm pacTe-
Huii. OgHako 6oNbline MOTEPU WOHOB Kanus Be-
OyT K aKkTMBauum NpoLEecCoB, CBA3aHHbLIX C MNPO-
rpaMMnpyemMon KneTto4yHom cmepTbtlo [Demidchik
etal., 2014].

CoBceM HeOaBHO BbICKA3aHO MNPEAnonoxe-
HWe, 4TO TeMnepaTypHbIM CEHCOPOM MOXET OblTb

doTopeuenTop putoxpom B (phyB) [Legris et al.,
2016]. Kak okasanocb, nepexon 3rtoro 6enka
n3 aktmeHon ¢dopmbl (Pfr) B HeakTuBHyto (Pr) —
TepMasbHas peBepcuss — MOXET MNPOUCXOAUTb
B OTCYTCTBME CBETA MNPU U3MEHEHUN TEMMNepaTy-
pbl, @ CKOPOCTb TEPMasibHON peBepcun 3aBUCUT
OT Temnepartypbl oOKpyxawuwien cpenbl [Legris
etal., 2016].

OnucaHHblE BbIlIE U3MEHEHUs, a UMEHHO MO-
BbILLEHWE TEKYHECTU Nina3MaTnieckon MemopaHsl,
nepecTporka LUmMTockeneTa n oTKpbITMe KanbLme-
BbIX KaHaJsI0B, NMPOUCXOAAT B KileTKax 04eHb ObICT-
PO, 4TO CBUAETENLCTBYET 00 MX NepBOOYEpPEHOC-
TM B Lenn cobblTUiA, CBA3AHHbLIX C BOCMPUSATUEM
TennoBoro curHana. OgHako B KNeTKax pacTeHui
noa BAWSIHUEM PE3KUX U3MEHEHU Temnepary-
pbl OKpyXatoLler cpeabl NPOUCXOAAT U Apyrue,
6onee MepnJIeHHO pas3BMBaOLIMECS MPOLLECCHI,
YHaCTHUKN KOTOPbIX TakxXe MOryT paccmatpu-
BaTbCHA B Ka4yeCTBE KaHAMAATOB HA POJib TeMmMe-
paTypHbIX CeHCOpoB. Hanpumep, npu oencTsuu
Ha pacTeHuns HebnaronpuaTHbLIX TeMrepaTtyp B No-
noctn 3P HakananmBalTCA HENpPaBWUSIbHO CUHTE-
3MPOBaHHbIE, HECBEPHYTbIE WM HEMNPaBUIILHO
cBepHyTble 6enku [Deng et al., 2013]. B pe3synb-
Tate 9Toro OP MCMbITbIBAET 3HAYUTENIbHYIO Me-
perpysky, u passuBaetca OP-ctpecc. B otser
Ha OP-cTpecc B pacTUTENIbHOW KNeTKe aKTUBU-
pyeTcsa 3awnTHbIi MexaHu3m — UPR (unfolded
protein response) [Wan, Jiang, 2016]. OCHOBHbIM
perynstopom UPR BeicTynaet 6enok BiP (binding
protein). Mpun OP-cTtpecce BiP guccounnpyet oT
IRE1 (TpaHcmMembpaHHOro peLenTopHoro Oernka,
nokanusoBaHHoro B OP-mem6paHe) [Liu et al.,
2007a, b; Karner et al., 2015], 4yTo BNE4YeT 3a Co-
60O M3MEHEHMS B TPAHCKPUMLUMOHHOW aKTuB-
HOCTW reHoB O€efiKOB, y4acCTBYIOLLMX B KOHTpose
kayecTBa Oenka B kneTtkax [Kerner et al., 2015].
CnepoBatenbHO, OP-CTpecc MOXHO paccmaTtpu-
BaTb Kak BTOPUYHbINA CTPECC U OOHOBPEMEHHO KakK
HayaNbHOe 3BEHO B Lenu coOblTUiA, CBSA3aHHbLIX
C BOCNPUSTUEM CMIHaNa o0 BbICOKOTEMMEPATYPHOM
BO3OENCTBUMN.

HeobxoouMo OTMETUTb, YTO BOCMPUATUE Bbl-
COKOWM TemMnepaTypbl 4epe3d HakomnaeHne Henpa-
BUJIbHO YMakoBaHHbIX OENKOB B KJIETKaxX PacTeHWUM
MOXET MPOUCXOAUTb HE TONbKO B nonoctu OP,
HO 1 B UMTO30J€e KNeTku. B aTom cnydae neHaty-
pupoBaHHble 6enkn B3ammopelicTeytoT ¢ BTLU70
n BTLL90, koTopble cBA3aHbl C pakTopamMu Tenao-
Boro woka (PTLU nnn HSF). B pesynstate OTLU
0CBODOOXAAKTCS U YHaCTBYIOT YK€ B TPaHCAYKL MU
CuUrHana O BbICOKOTEMMNEPATYPHOM BO3OENCTBUM
[Yamada, 2007; LUnwosa n gp., 2008; Kadota,
Shirasu, 2012].

Pesiomupya ckasaHHOE BbIlLE, MOXHO 3a-
KMIOYNTb, YTO [NaBHAd pPOJib B BOCMPUATUN
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pacTeHus MM BbICOKOTEMMEPATYPHbIX BO34ENCT-
BV B HACTOsILLLEE BPEMS OTBOOUTCS Mniasmasiem-
ME U KajbUMEBbLIM KaHasnam, pacnosioXEeHHbIM
B HEW, MOHaM KaJsibLs, KOTOPbIE C ONpenesieHHON
CKOPOCTbIO M aMMaMTygon NOCTynalT B KIETKY
(kanbumeBasi BOMHA WAW KasibUuMEeBblIE OCLMIIS-
uMun), N UUTOCKENeTy, a Takke dutoxpomy B, 9P,
BTW70 n BTWI0 (puc.). OgHako BONpOC O Cy-
LLLECTBOBAHUN B KJIeTKax pacTeHun cneuymdpunyec-
KNX PeLenTopOB BOCMPUATUS BbICOKOM TemMnepa-
TYPbl OCTAETCS NOKa OTKPbITbIM.

lNepenaya curHana o BbICOKOTEMIEPAaTypPHOM
BO34enNCcTBUN

B nepepaye curHana o BbICOKOTEMMNEPATYPHOM
BO34ENCTBUM B PACTUTENBHbIX KNIETKAaX y4aCcTBYIOT
pPasnnyHble CUrHANbHbIE MOJIEKY/bI U TPAHCKPUM-
LUMOHHbIe dakTopbl (Td) (puc.). Hanpumep, n3-
BECTHO, YTO VOHbI KanbLus SIBASIOTCA HE TOJIbKO
Y4aCTHUKAMU CUCTEMbI BOCMPUATUS TEMIOBOrO
CurHana, HO M crnocoOHbl Mocne MNoCTYrJeHUs
B KJIETKY nepenaBatb ero Ha Apyrve KOMMOHEHTHI
CUrHasbHbIX NyTen. [pn 3TOM NPoONCXoauT akTuBa-
UMs KanbUWiA-CBA3bIBAOLWMX OENkoB (KanbMOmy-
nnHa (CaM) n kanbuuin-3aBUCUMBbIX MPOTENHKMHA3
(CDPK) [Sangwan et al., 2002; Mittler et al., 2012;
PuxsaHoB u gp., 2014]. CDPK, B cBOIO o4yepenb,
CNocobHbl B3aMMOAENCTBOBATL C MUTOrEH-aKTU-
BUpYyeMbIMU NpoTenHkrHazamm (MAPK) [Sangwan
et al., 2002; Mittler et al., 2012]. MAPK 1 kanbmo-
OYNVH — 9TO y4aCTHUKM Kackaga peakumin, KOHeY-
HbIM PE3yNbTaTOM KOTOPbIX SBASETCS akTuBaums
Td, a 3aTeM CUHTE3 LLIOKOBbLIX 6enKkoB [[loTexmHa,
HapexanHa, 2002; Link et al., 2002; Ranty et al.,
2006]. MoaTtoMy MCnonb30BaHME B 3KCNEPUMEH-
Tax BeLLeCcTB, O/IOKMPYIOLLMX KasbLMEBbLIE KaHasbl,
CHMXaeT 3akanusalowyin 3POEKT BbICOKON TEM-
nepatypbl Ha pacTeHus [Larkindale, Knight, 2002;
Kolupaev et al., 2005; Kapnew, 2007].

Hapsgy C voHaMm kanbuusi B TPaAHCAYKUMK
curHana o BbICOKOTEMMNEPATYPHOM BO3AENCTBUU
y4acTBYIOT akTMBHble dopMbl kucnopoga (ADK)
(puc.). Kak wn3BectHo, ADK saBnsioTca npoayk-
TaMn HopmasibHoro mMetabonuama, HO Npu aen-
CTBUU CTPECCOPOB MX KOHLEHTpauUus B KIETKax
M TKaHaX pe3ko Bo3pacTtaeT [Mori, Schroeder,
2004; Konynaes, Kapneuy, 2009; Sharma et al.,
2012]. ToBblweHne MX YPOBHSA B KJETKax pac-
TEeHMN urpaeTt gponcTBeHHyo ponb [Gill, Tuteja,
2010; Suzuki et al., 2011a]: B BbICOKMX KOHLEH-
Tpaumax AMDK HaHocAT Bpen [Scandalios, 2005;
Halliwell, 2006], a npy yMepeHHOM CcoOep>XaHnumn
B KJIETKE OHU BbIMOMHAOT CUHANbHYIO (QYHKLMIO
[Bhattacharjee, 2012]. lpn TennoBomMm cTpecce
A®DK reHepupyloTcs B pasfnyHbiX KOMMAPTMEH-
Tax KNeTok. 3HaYNTENbHYIO POJib B UX FrEHepaumm

urpaet HapylweHune paboTbl 3EKTPOH-TPaHC-
MOPTHbLIX Lenein B MemMbpaHax XJloponiacToB
n mutoxoHapumn [Davidson, Schiestl, 2001; Kony-
naes, Kapneu, 2009; NMoHomapesa n gp., 2014].
Opyrum MexaHn3mMOM YCUIEHHOrO HaKOMIEeHus
ADK gaengeTca kanbUMi-3aBUCUMAA aKTUBaLWSA
A®DK-reHepupytowero depmeHta HALDH-okcu-
[asbl nnas3maTtnyeckor membpaHbl [Konynaes,
Kapneu, 2010; Chou et al., 2012; Konynaes n gp.,
2013; Lin et al., 2014]. YMEpEeHHbIi OKNCNUTENb-
HbIl CTPEeCcC B KJeTkax pacTeHWN, Bbi3BaHHbIV
NOBbILLEHNEM TeMMepaTypbl OKpyXatollern cpe-
Obl, NPUBOAUT K 3aMyCKy 3aLLUTHbIX MEXaHN3MOB.
ADK BAnsieT Ha ypoBeHb 3KCMNPEeccum CTPecco-
BbIX TEHOB W perynupyeTt aktmBHocTb T [Apel,
Hirt, 2004]. H,O, yyacteyeT B aktBaumn OTLL
(AtHSFA4a n AtHSFA8) npu BO3OenCTBMN BbICO-
KOW TeMnepaTtypbl Ha pacTteHud A. thaliana [Davle-
tova et al., 2005; Miller, Mittler, 2006; Kotak et al.,
2007]. Kpome TOro, y A. thaliana, nogsep>XXeHHbIX
BO3OENCTBNIO BbICOKOW TemnepaTypbl unm 00-
pabotke H,O,, B knetkax HakannusaioTca MPHK
BT - HSP17,6, HSP18,2 n aByx UMTO30JbHbIX
ackopbatnepokcupas — APX1 n APX2. OpHako
B MPUCYTCTBUN aCKOPOUHOBOW KUCNOTLI UIN WH-
rmébutopa HakonneHns ADK — DPI (diphenylenei-
odonium chloride) nHoykunst CMHTE3a CTPECCOBbIX
reHoB pe3ko ymeHbluaetca [Volkov et al., 2006],
4TO eLlle pa3 nogdyepkmBaeT BaxXHOCTb ADPK B ne-
penaye curHana o Ten0BOM CTpecce.

OTmeTuM, 4TOo He Tonbko ADK, HO n opyrve mo-
NeKynbl CO CBOMCTBaMU paamkana, Hanpumep ok-
cup as3oTa, MOryT y4acTBOBATh B nepefayve cTpec-
coBoro curHana [Kapneuy n gp., 2012]. Jencteme
oKcuaa asoTa KakK CUIHaNbHOWM MOMEKyJbl TECHO
COMPSKEHO C TaKUMU BaXHbIMU MOCPEAHUKAMMU,
kak kanbumin, AOK n ¢utoropmoHsl [Konynaes,
Kapneu, 2010].

OnpepeneHHylo ponb B nepefade curHana
0 BbICOKOTEMMEPATYPHOM BO3AENCTBUM B KNIETKAX
PacTeHUN MOryT UrpaTb AUNUAHLIE CUrHAsIbHbIE
Mosekynbl: pochaTmamnosas kucnora (PA), ¢oc-
datnannuHosunton-4,5-gudocdar (PIP2) n mnHo-
3uton-1,4,5-tpudpocdar (IP3) [Mishkind et al.,
2009; Mittler et al., 2012; Hou et al., 2016]. Ponb
TMNUAHBIX MOJMEKYN B nepefade curHana o He-
61aronpuUATHLIX BO3AENCTBUSIX aKTUBHO WCCe-
ayeTcs, n B nMutepaTtype MMelTcs AOBOJIbHO Moa-
poOHble 0630pkl Ha 3Ty Temy [Singh et al., 2015;
De Bigault Du Granrut, Cacas, 2016; Hong et al.,
2016]. MNo-BnaMmMoMy, HakKOMIEHWE CUrHASbHbIX
IUNUAHBIX MOJIEKYN SIBASIETCH OOHOW U3 MPUYUH
OTKPbITUS KaSlbLIMEBbLIX KAaHANOB B MniasmanemMme
[Bokszczanin et al., 2013]. OgHako B HEKOTOPbIX
paboTax, HaobOpOT, OTMeYeHa MepBuYHas POoJib
N3MEHEHNS COAEPXKAHMSI MIOHOB KanbLNs B aKT1Ba-
umn dochaTnamnnHo3nTon-4-pocdar-5-KMHasbl
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(PIPK3), koTOpas B nocnenyLwem MoXeT akTUBU-
pPOBaTb IMMOKCUIEHA3HYIO CUMHAIbHYIO CUCTEMY
[Dressler et al., 2014; Hou et al., 2016].

Henb3s He OTMETUTb 1 y4acTue B TPAHCAYKLMN
curHana o BbICOKOTEMMNEPATYPHOM BO3AENCTBUU
B KJIeTKax pacTeHuii rOPMOHOB, B YaCTHOCTW abc-
um3osor kmcnotbl (ABK), )xacMOHOBOW 1 canuun-
noson kucnot [Tuteja, Sopory, 2008]. YkasaHHble
GUTOropMOHbI B KQYECTBE CUTHAJbHBIX MOJIEKY
CNOCOOHbI BbI3bIBATb HAKOMIEHNE MOHOB KasbLMS,
akTMBauunio TD 1 pasnnyHbIX CUrHAJIbHLIX MOJe-
Ky, 3anyck CMHTe3a LWOoKoBbIX 6enkoB [Tuteja, So-
pory, 2008; Konynaes, Kapneu, 2010]. HakoHeu,
B NMpouecce nepena4qm CTpeccoBOro curHana Tak-
X€ MOryT y4yacTBOBaTb PaCTBOPUMbIE YrNeBOAbl
(caxapa) U HM3KOMOJIEKYJIIPHbIE a30TUCTblE CO-
efnHeHns (CBOOOAHbIE aMUHOKMCNOThI, MOAMamMm-
Hbl, 6eTamHbl) [Tuteja, Sopory, 2008; Konynaes,
Kapneu, 2010] v ap.

OnpepeneHHylo posb B nepegade curHana ob
M3MEHEHNM TemnepaTypbl OKpyXatoller cpenbl,
KaKk OTMeYanocChb Bbille, UrpaeT LUMTOCKENET pac-
TUTENbHBIX KNEeTOokK [XoxnoBa, HeBmepxuukas,
2011]. OnemeHTbl uUUTOCKENeTa B3aMMOOENCT-
BYIOT C KOMMOHEHTaMM Pa3/INYHbIX CUrHAbHbIX
CUCTEM, Hanpumep, MoHaMn Kanblus, nonmdoc-
donHosuTngamu, [Tdazammn, MAP-knHaszamm
n agp. [Xoxnoea, Heemepxwuukasa, 2011]. benka-
MU-MULLEHSIMU KMHA3 WUNN KanbLUA-32BUCUMbIX
CUTrHaNbHbIX NYTEN ABAAOTCHA aKTUHCBA3bIBAOLLME
(ABPs) n accoummpoBaHHble C MUKPOTPYBoUKamMu
(MAPs) 6enkn.

06006L1asn BbILIEN3NOXEHHOE, MOXHO 3aklio-
YnTb, YTO AENCTBME BbICOKMX TeMnepaTyp npuBo-
OUT K HAKOMIEHMIO U aKTUBALMU PA3UNYHbIX CUT-
HaNbHbIX MONEKY/. B CBOW oyepenp, CUrHanbHble
MOJIEKYJbl aKTUBUPYIOT TM, X CUHTES U/WUAN CUH-
Te3 LWOKOBbIX 6eIKOB.

OyeHb BaxHbIM 3BEHOM B MpoLIecCe nepeaayu
cCurHana o BbICOKOTEMMNEPATYPHOM BO3AENCTBUU
B S.4P0 ABNSIOTCS pasnunyHble TP (puc.), KoTopble
npeacTasnsioT coboit 6enkn, pacnosHaroLime on-
peaenieHHble NOCNeaoBaTeNbHOCTU B Cis-peryns-
TopHbIX obnactax AHK, 6narogaps 4emy ocyLLLEeCT-
BNISIeTCS M30upaTeNbHbIi KOHTPOb 3KCMPEeccun
reHoB [MepkynoB, Mepkynosa, 2014; Todeschini
et al., 2014]. MNMpu gencTenm BbICOKUX TeMNepaTyp
y pacTeHuli akTuBupyeTcs uenolii psag TP, Heko-
TOpbIMK Haubosiee BaXXHbIMU U3 HUX SABASAOTCA
HSF (nnn ®TLU), DREB, Cys?His? zinc finger [von
Koskull-Déring et al., 2007].

®TLU 3anyckatoT cuHTed BTLU. B npomoTope
reHoB BTLL HaxoanTcs KOHCepBaTMBHAsA Nocneno-
BaTENbHOCTb -5’-aGAAQ-3’, NonyynBLLAS Ha3BaHNE
«dNeMeHT TennoBoro woka». PTL B3anmoaeincT-
BYIOT C 3TUMM 3fIEMEHTAMM U TEM CaMbIM aKTUBU-
pytoT cuHTe3 BTLU [Baniwal et al., 2004; Kotak et al.,

2007; KocakoBckasi, 2008; Xue et al., 2014a]. Kpo-
Me TOro, 3J/IEMEHTbI TEMJIOBOrO LLOKa 0OHapYXXeHbI
N B MNPOMOTOpPax reHOB, KOAUPYIOLLUMX (GEPMEHT
ackopbarnepokcupasy (APX1, APX2) n Td ZAT12
[Mittler, Zilinskas, 1992; Storozhenko et al., 1998;
Miller, Mittler, 20061, B CBA3M C 4EM MOXHO Npeano-
JIOXUTb, 4TO DTLL perynmpytoT TPaHCKPUNLNOHHYO
aKTMBHOCTb He Tosibko reHoB BTLU, HO n gpyrux
6enkoB (PEepPMEHTOB), YHaCTBYIOLLMX B 3aLLMTHbIX
peakumax pacTUTENbHbIX KIETOK.

PacTteHuns nmetot 6onee 20 OTLU (nnn HSF)
[Baniwal et al., 2004; von Koskull-Déring et al.,
2007; Zhu et al.,, 2013], koTOpble OTHOCHAT-
csa K HeckonbkuM knaccam (A, B u C) [Qu et al.,
2013] n obnagaloT cnocoOHOCTLIO akTUBMPOBATb
kak PTLL gpyroro knacca, Tak n Td gpyroro ce-
mMerictea. lNpegnonaraetcs, 4to HSFA1 aBnaeTtca
OOHVM U3 TNaBHbIX PErynaTtopoB OTBETA KIETOK
pacTeHUn Ha BbICOKOTEMMEPATYPHOE BO3LENCT-
Bue. Tak, ObI110 nNokaszaHo, 4to HSFA1 perynupyet
3KCNpeccuio NpuMepHoO 65 % nHayunpyembix Ten-
nomreHoB y A. thaliana [Liu et al., 2011]. B apyrom
nucenenosaHnu pacteHnii A. thaliana nokasaHo,
4YTO Cpean reHOB, 9KCMPEeCcCcUusi KOTOPbIX perynm-
pyetca Td HSFA1, 26,6 % npuxoamTcsa Ha reHbi
LIanepoHoOB 1 KowanepoHos, a 15,3 % — Ha reHsbl
Td [Liu, Charng, 2013]. NoMnMo 3TOro M3BECT-
HO, uTOo Yy A. thaliana HSFA1d n HSFA1e coBmecT-
HO ¢ HSFA1a n HSFA1b perynupyloT aKkcnpeccuio
reHoB HSFA7a, HSFB1 w HSFB2a [von Koskull-
Doring et al., 2007; Nishizawa-Yokoi et al., 2011].
HSFA1 koHTponnpytoT akcnpeccuo HSFA2 n DRE-
B2A [Liu et al., 2011], HSFA3 nHayumpyeTt cuHTes
DREB2C [Chen et al., 2010].

VHTEpEeCHO, 4TO W3MEHEeHUs B 3KCMpeccun
pa3nuyHbix OTLL B kneTkax pacTeHwui nueHn-
ubl (Triticum aestivum L.) npn 0enCTBUN BbICOKNX
TemnepaTyp He 06s3aTeNlbHO HOCSAT CXOOHbIA Xa-
pakTep, 1, YTO BAXHO, OHW 3aBUCHAT OT NPOLOS-
XUTENMbHOCTU  TeMMNepaTypHOro BO3AENCTBUS.
Tak, B Ha4yanbHbIn nepuog (1,5-5 4) Bo3gencrema
BbICOKOW TEMMEPATypbl Y MLWEHULblI YCUINBAETCS
akcnpeccusa reHoB HSFA2, A6, A7, A4 n A5, B 70
Bpems kak akcrnpeccuss HSFA1, A3, A8, Haobo-
poT, cHuxaeTtcs [Xue et al., 2014b]. Y pacteHui
puca (Oryza sativa L.) B Ha4anbHbI Nepnog, Bo3-
OENCTBUS BbICOKOW TeMrepartypbl MOBbILAETCH
copepxarne OTLU rpynnel A4, a npn 6onee on-
TENbHOM OENCTBUM YBENNYMBAETCS COAEPXaAHUE
rpynnel A1 [Jin et al., 2013]. Y A. thaliana HSFA4a
n HSFA8 gaBnaioTca BO3MOXHbLIMU CEHCOpaMu
H,O, [Miller, Mittler, 2006].

OTLL pacTeHMin Takke BOBEYEHbI B PETYNSLMIO
UPR. Bbino nokasaHo, 4to npe-MmPHK OsHSFA2d
y pacteHun Oryza sativa ssp. japonica nogBepra-
€TCs aNbTEPHATUBHOMY CMANCUHIY, BCNeACTBME
3TOr0 B VX KJIeTKax NPUCYTCTBYET HECKObKO (hOpM
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MPHK rena OsHSFAZ2d. lNMpu 0TCYTCTBMN CTPECCO-
BbIX YCNIOBUIA B KNeTKax B OCHOBHOM NPUCYTCTBYET
TPaHCKPUNLMOHHO HeakTuBHas popma ator MPHK
(OsHSFAZ2dIl), Toroa Kak npu OencTBUU BbICOKOM
TeMnepaTypbl — TPAHCKPUMNLMOHHO akTUBHasa pop-
Ma MPHK (OsHSFAZ2d!). OsHSFAZ2dI kopnpyeT 6e-
nok u3 357 amuHokucnot (OsHSFA2dl), koTopsbliin
COLOEPXNUT BCE KOHCEPBATMBHbIE AOMEHbI, Xapak-
TepHble ansa OTLU knacca A. lpyrve gBa TpaHc-
KpunTa KogupytoT HeOOMbLLIOW BEeNnok, COCTOSALLNMI
n3 113-amuHokmcnot (OsHSFA2dIl), y koToporo
B otnnyme ot OsHSFA2dIl JHK-cBasbiBaOLLWA 00-
MEH 3HAYMTENbHO KOPOYE U OTCYTCTBYIOT ONUrO-
Mepu3aumoHHbii 1 C-TepMuHanbHbI akTuBaun-
OHHbIN gomMeHbl. OsHSFA2dI nokann3oBaH B sgpe
N OYHKUMOHMPYET KaK akTUBATOP TPaHCKPUMLUNM
npu TENJI0OBOM CTPECCE, B TOM YUC/E OH Perynum-
pyeT 3KCMPECCUI0 FeHa KJI0YEBOr0 KOMMOHEHTA
UPR - OsBiP1 [Cheng et al., 2015].

Ewe ogHum knoyeBbiM Td, yyacTBYOLIVM
B PErynsiuvn reHoB, KOAMPYOLWNX LWOoKoBble 6en-
KU, " HeOBXOAMMbIM YHaCTHUKOM nepenadm CTpec-
coBoro curHana sasnsetca MBF1. 3t1oT T® aktn-
BUpyeTcs kanbmogynuHom [Mittler et al., 2012].
K ocCHOBHbIM reHam-muweHsm MBF1 oTHocaT
reHol TP, Hanpumep, ZAT7 n ZAT12 v DREBZ2A,
ackopbatnepokcmaassl 2 (APX2) n BTLU [Suzuki
et al., 2005, 2011a]. O4eBMAOHO, MO3TOMY pacTe-
Hus A. thaliana c nocTtosiHHOM akcnpeccuen MBF1
OTNINYAIOTCSH MOBLILLUEHHOW TEMI0YyCTONYNBOCTbIO
[Suzuki et al., 2011b].

He meHee BaxHasi pofib B nepegaye CuUrHa-
na o BbICOKOTEMMEPATYPHOM BO3OENCTBUN OT-
Booutcs knaccy Td DREB (the dehydration
responsive element-binding). DREB oTHOoCcATCA
k AP2/ERF cemMencTBy U COCTOAT U3 ABYX MOA-
knaccos DREB1/CBF n DREB2 [Agarwal et al.,
2006; Lindemose et al., 2013]. LlencTteme BbICOKOM
TemMnepaTypbl BbI3bIBAET YBENMYEHNE IKCMPECCUN
nogknacca DREB2 y A. thaliana [Sakuma et al.,
2006], Zea mays L. [Qin et al., 2007] n HEKOTOpPbIX
apyrux pactenun [Liu et al., 2008; Lata, Prasad,
2011]. B cBol o4epenb, 3TO MPUBOOUT K aKTu-
BaLUMN 3Kcrnpeccun reHoB apyrmux TP u crtpec-
coBbix reHoB [Nakashima et al., 2009; Sun et al.,
2014]. NsBecTHO, uTO Yy A. thaliana DREB2A pe-
rynupytoT akcnpeccuo HSP70, HSP18.1, CPsH-
SP, AtCYP18-1 [Sakuma et al., 2006], DREB2A
n DREB2C - akcnpeccuio reHa HSFA3 [Schramm
etal., 2008; Chen et al., 2010; Grover et al., 2013].
Ceepxakcnpeccuss OsDREB2B y A. thaliana npn-
BOAMT HE TOJIbKO K MOBbILLEHWIO 3KCMPECCUN reHa
DREBZ2A, HO 1 K YBENNYEHMIO TEMOYCTONYMBOCTU
TpaHcreHHbix pacTeHui [Matsukura et al., 2010].

Henb3s He oTMeTUTb cemencTBo TP, KoTopble
B cBoen cTpykType umeloT [JHK-ceasbiBatoLwwmn
OOMEH MO TUMYy UMHKOBbIX NanbLeB, OTKyada 9T

Td v nonydnnn ceoe HasaHue — Cys2His? zinc
finger (C2H2 ZF). CemelicTBO BKJlOHaeT B cebs
T, yyacTByloLLME B OTBETHOM peakunm pacTeHuin
Ha OencTBMe psiga HebnaronpusaTHbIX (GakTopoB
okpyxatowien cpeabl [Lindemose et al., 2013]. U3-
BECTHO, YTO BbICOKME TemMnepaTypbl MHOYLMPYIOT
3KCMNPECCUI0 HEKOTOPLIX MPYMMN 3TOr0 CEMENCTBA,
Hanpumep, ZFP1 u ZAT y A. thaliana [Ciftci-Yilmaz,
2007; Kim et al., 2015], Festuca arundinacea
(Schreb.) [Martin et al.,, 2012], Tamarix hispida
[Zang et al., 2015] n gp. [Qu et al., 2013]. Mpea-
nonaraetcsl, 4To aTn TD ABNAIOTCS y4aCTHMKAMMU
bOpMUPOBAHUA TEMIOYCTONYMBOCTU Y PacTEHUN
A. thaliana [Mittler et al., 2006; Ciftci-Yilmaz et al.,
2007]. MNMokasaHo, 4to ZFP1 akTnBMpyeT akcnpec-
CUI0 FeHOB, KOAMPYKOLLMX KaTanasy M Cynepok-
cnoaucmyTagdy, M reHa, Kogmpywoouwero depmMeHT
cuHTe3a nponunHa D-nupponuH-5-kapbokcunar-
cunTasy (P5CS) [Zang et al., 2015]. Bbicoknii ypo-
BEHb 3Kcnpeccuu reHoB ZAT10 n ZAT12 npnesogut
K MOBbILLUEHMIO 3KCMPECCUM FEHOB aHTUOKCUAAHT-
HbIX depmeHToB APX1, APX2 [Rizhsky et al., 2004;
Mittler et al., 2006; Shah et al., 2013] n perynsa-
TopHbIX reHoB WRKY, MBF1 v FSD1 [Rizhsky et al.,
2004; Davletova et al., 2005; Mittler et al., 2006].
CnepoBaTenbHO, MOXHO Aymatb, 4To Td, oTHO-
csawmecs Kk atomy cemenctry (C2H2 ZF), snvgior
Ha TEMnJ0YyCTONYMBOCTb PACTEHUN 4Yepes3 akTUBU-
3auuri0 aHTUOKCUAAHTHOM CUCTEMbI U PErynsauuio
39KCNpPeccumn HekoTopbIX Apyrux Td.
PaccmaTtpuBas BONPOC akTneauuv pasnamyHbIX
Td B kNeTkax pacTeHu Npu BbICOKOTEMMEPaTyp-
HOM BO34ENCTBUN, HENb3S OCTaBUTb 6e3 BHMMa-
HUA Takme BaxkHble TD, kak bZIP. bZIP yyacTBytoT
B nepejaye curHana O HaKOMIEHUN HernpaBuib-
HO ynakoBaHHbIX 6enkoB B nonoctn 3P. Kak yxe
0OTMeYasioCb, OENCTBUE BbICOKOW TemrepaTypsbl
BbI3bIBAET B KJIETKAx pacteHuii P-cTpecc, B OT-
BET Ha 9TO aKTUBUPYETCSH 3aALUTHBIA MEXaHU3M
UPR (unfolded protein response). 3T0oT npouecc
VHUUMMPYEeTCA nocne amccoumaunm Oenka BiP
¢ TpaHcMeMOpaHHbiMn 6enkamu IRE1, bZIP17
n bZIP28 [Karner et al., 2015]. NepBbin MeXaHN3M
BkntoyeHna UPR 3akniioyaetca B OTCOeaMHEHUN
BiP ot IRE1, nocne 4yero IRE1 nogsepraetcs onu-
roMmepusaumm c nocnegywowmm aytopocdopu-
JIMPOBaHMEM LMTO30JIbHOIMO KWHA3HOro AoMeHa
M aKkTMBaumen pnboHykNeasHoro goMeHa. AKTUB-
Hbih IRE1 yyacTByeT B GOpPMUPOBAHUN afibTepHa-
TUBHO-CcMnarcmpoBaHHo ¢opmel MPHK bZIP60,
KOTOpasi KoaMpyeT akTUBHY ¢opmy aToro T,
MOCNeAHN TPaHCAoUMpyeTCca B S4p0 U perynm-
pyeT TPaHCKPUNUUIO reHOB OesikOB, BOBIEYEHHbIX
B OTBET KJIETKM Ha HeynakoBaHHble 6enkn [Karner
et al., 2015]. Mpwn aktneauum gpyroro nytn UPR
bZIP17 v bZIP28 puccounnpytot ¢ BiP n nocty-
natoT B annapart [onboxu, rae npoucxXoamT KnX
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pacuienneHne u BoicBoboxaeHne N-TepMuHanb-
HOro ¢parmeHTa, copgepxawiero JHK-ceasbiBato-
wmi pomeH. lNocne atoro ¢pparMeHT nepemeLla-
€TCSs B 14p0, CBA3bIBAETCS C LMC-PErynsaTOPHbIMU
obnactsMn reHoB 6esfikoB, y4acCTBYIOLLMX B KOH-
Tpone kadectBa Oenka B knetkax [Karner et al.,
2015]. B HacTosee BpeMs y pacTeHun A. thaliana
noMmmo ynomsHyTbix IRE1, bZIP17 n bZIP28 06-
Hapy>XeHbl 1 apyrue 6enku, yyacTByloLMe B BOC-
npuatun n perynauum SP-cTpecca, B 4aCTHOCTU
Td cemeiictea NAC (NACO089, NAC062) [Yang
etal., 2014a, b] nWRKY75 [Hossain et al., 2016].

MomuMo BbllenepeydncnieHHbix TP B npouecce
nepegayv cMrHana o BbICOKOTeMMepaTypHOM BO3-
DencTBmm yyacTBytoT 1 gpyrme Td, Takne kak MYB
[El-kereamy et al., 2012; Almeida et al., 2013; Am-
bawat et al., 2013], WRKY [Zhu et al., 2013; Bak-
shi, Oelmuller, 2014] v gp.

MHTepecHOo, 4To Ha cnocobHocTb TP akTmBMU-
poBaTb 3KCMPECCUI0 NeHOB BAUSET OOCTYMHOCTb
XpoOMaTuHa AN TPAHCKPUMNUMOHHOrO annapara.
[Mpryem pemogenvpoBaHne XxpomMaTtuHa (KOHOEH-
caums/nekoHgeHcaumsa) npu 4encTBuUmM Ha pacTe-
HUSA HeBnaronpuaTHbIX GakTOpPOB cpeabl OTHOCAT
B HACTOsILLEe BPEMS K OQ4HOMY U3 OCHOBHbIX Mexa-
HMU3MOB PenpPoOrpaMMmMpPoOBaHNS reHOMa B YCIOBU-
ax ctpecca [Arnholdt-Schmitt, 2004]. Oericteue
BbICOKMX TEMMNEePaTyp MOXET NPUBOAMNTb K CHUXE-
HMIO MJOTHOCTWU €ro yrnakoBKU (OeKoHOeHcaummn)
3a CYeT AEMETUMPOBAHUS U aLeTUNMPOBAHUSA
rMCTOHOBbLIX 6enkoB. Hanpumep, y pacTeHunin Ky-
Kypy3bl (Zea mays), NOOBEPrHyTbIX BbICOKOTEM-
nepaTtypHoOMy BO34eCTBUIO, HabnogaeTcs Moan-
durKaums rMCTOHOB, B YaCTHOCTU, Bo3pacTaeT 06-
LWMA YPOBEHb aLETUNMPOBaHMUSA r’MCTOHOB H3 K9,
H4 K5 n H3, 4uTo conpoBoXaaeTcsa yBeINYEHNEM
pasmepa sapbilika U OeKOHLeHcaumen HekoTo-
pbIX y4acTkoB xpomatuHa [Wang et al., 2015].
OTKpbIT ewe OAMH MExXaHM3M pemMoaennpoBa-
HUS XpoMaTuHa, Mo KparHen mepe, y pacTeHun
A. thaliana [Kumar, Wigge, 2010]. Okasanocsb, npu
BbIpaLLMBAHNN 3TUX PACTEHUI MPKU TeMnepaTypax
HUXE ONTUMAaJIbHbIX B HYKJIEOCOMAaXxX MPOUCXOaUT
3ameLleHne rmctoHa H2A Ha H2A.Z, a npu noBbI-
LWEeHUM TemnepaTtypbl pocTa 3TOT MCTOH BHOBb
3amelyaetcsa Ha H2A. H2A.Z oBHapyxeH B cailTax
Ha4vana TPaHCKPUNLUUM O4EHb MHOIMMX FEHOB U He-
00XoouM ONsi PerynMpoBaHns 3KCMPEeCCUn reHoB
n ctabunbHocT xpomatumHa [Lu et al., 2009]. Bbli-
ckazaHo npeanosioxeHne, 4To npu 6onee HU3-
KUX Temnepatypax pocta H2A.Z B Hykneocomax
noaasnsieT 3KCMpPeccud reHoB nyrtem pusnyec-
KOro GJIOKMPOBaHUSA TPAHCKPUMNLUW UK MyTEM
npeaoTBpaLLeHnst CBA3bIBAHNS aKTUBUPYIOLLMX ee
komnnekcoB. 3amelleHme H2A.Z Ha H2A npu 60-
Jlee BbICOKMX Temrepartypax, HanpoTuB, crnocob-
CTBYET TPAHCKPUMLNN 3TUX FEHOB. DKCNEPUMEHTHI

C V30JIMPOBAHHLIM XPOMATUHOM MoKasasnn, 4To
TeMnepartypa HernocpeacTBeHHO W3MEHSET CO-
CTaB HyKJ1€0COM W LOCTYMHOCTb NPOMOTOPOB He-
KOTOPbIX FEHOB AS19 TPaHCKPUMUMOHHOrO anna-
pata [Kumar, Wigge, 2010]. 310 no3BONWAO Bbl-
cKazaTb NpeanosioxXeHue, YTo XpomMaTuH urpaet
KJTIOYEBYIO POJIb B Peakumn Ha U3MeHeHne Temne-
paTypbl OKpyXaloLern cpeabl, BO3MOXHO, Y LLUNPO-
KOro Kpyra pacTeHunn 1 pOACTBEHHbIX UM OPraHns-
moB [Kumar, Wigge, 2010].

MomMrMo onucaHHoOro Bbille crnocoba pery-
NIAUMN 3KCMNPECCUU TEHOB LLIOKOBbLIX OEnkoB Mo-
CpeaCcTBOM B3aMMOLENCTBUA TPAHC-3/1EMEHTOB
(B 4aCTHOCTW, TPAHCKPUMNLMNOHHbLIX (aKTOPOB
TLW) ¢ umc-perynsatopHeiMn 0BAaCTAMU UMEIOT-
CA U gpyrne MexaHu3mbl, NO3BOJIAIOWMNE KOHTPO-
NMpoBaTb NPOLECC TPAHCKPUMNLUUU N TPAHCNALMN
B KJIeTKax pacTeHui B yCNoBUsSX cTpecca. Peryna-
LA TPAHCKPUNLUUK FrEHOB B XO4e Pa3BUTUA pacTte-
HWUI, a Takxke Npu AeiCTBUM Ha HUX HeBnaronpu-
ATHbIX (PAKTOPOB Cpefbl MOXET OCYLLECTBJIATbLCA
3a CYeT W3MEHEeHWUs CTeneHn MeTUIUPOBaHUSA
OHK, a nmeHHO CpG-OCTpPOBKOB B MPOMOTOpE
WA UUTO3MHA B APYrMX 4acTsax reHa. YcuneHuwe
METWUIMPOBaHUSA LMTO3MHA B 06nacty nNpomMoTo-
pa reHa BAvseT Ha 3OPEKTUBHOCTb CBS3bIBAHUSA
Cc Heli TD un, kak NpaBuIo, NPMBOAUT K NMOAAB-
JIEHVIO TPaHCKPUNLUNOHHOMN aKTUBHOCTU [EHOB
[Zilberman et al., 2007]. NHrnbupoeaHne meTu-
nmposaHusa OHK y pacTteHuin conpoBoXaaeTcy,
K NpuMepy, MHAOYKUMEN TeHOB 3anacHblx Oenkos
N N3MEHEHNEM BpeMeEHN LBeTeHus [Soppe et al.,
2000]. B HekOTOpbIX MccnenoBaHUsX MoKasaHo,
YTO OEeNCTBME BbICOKUX TEMMNepaTyp Ha pacTeHus
COMNPOBOXAAETCH MNOBbILLEHNEM METUINPOBAHUSA
reHoma [Boyko et al., 2010; Correia et al., 2013].
BeposaTHO, naMeHeHne cTeneHn MeTunMpoBaHus
OHK wnmeeT BaxHoe 3HayeHue angd npoueccos
afjanTtauum pacTteHuii K HebnaronpusTHbIM TEM-
nepartypam. Tak, okasanoCb, YTO NpW OENCTBUM
Ha pacTteHunsa Brassica napus L. BbICOKUX Temne-
paTyp y TenJ0yCTONYMBbLIX COPTOB YPOBEHb METU-
nmpoeanma OHK 6bin Bbile, YeM Yy HYyBCTBUTESb-
HbIX K TEMJI0OBOMY BO3AENCTBUIO reHOTMNoB [Gao
et al., 2014]. ccnepoBaHmne TeN0yCTONYMBOCTU
MYTaHTOB, Y KOTOPbIX HAPYLLEHbI NPOLECChl METU-
nupoBanua [JHK, nokasasno, 4TO OHM BaXHbI U O
dopmMmpoBaHnst 6a30BON (KOHCTUTYLIMOHHOI) Ten-
JloycTonumBoCTM pacTteHun [Popova et al., 2013].

KOHTpONb 3KCNpeccun TreHOB Ha YPOBHe
TPAHCNAUMM MOXET TakXe OCYLLEeCTBNATLCHA 3a
CYyeT U3MEHeHUd KOHdopmauum CnoxHblx PHK-
CTPYKTYpP NPV U3MEHEHUU TemrnepaTtypbl OKpYy-
xawowern cpenbl. NMpennoxeH paxe Takow Tep-
MuH — «PHK TepmomeTtpbi» [Narberhaus et al.,
2006]. YyscTBMTENBHBLIE K TemMnepaTtype nocne-
[oBaTeNbHOCTU HykieoTnaos PHK HaxogaTes B Ux
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5’-HeTpaHcnmpyemoin obnacTtu. MNpu HU3KUX TEM-
nepaTtypax oH1 06pasyoT CnapeHHble OCHOBaHWS,
TEM CaMblM Mackupysi CalT CBSA3bIBaHUSA C pubo-
comMmamu. Mpu 6onee BbICOKMX TEMMNepaTypax npo-
NCXOOUT NNaBfieHne 3TUX CTPYKTYP, OTKPbIBAETCS
[OocTyn ans pnbocoM U MHULMUPYETCS TPaHCNs-
uma [Narberhaus et al., 2006].

Jpyron WHTEHCUMBHO WM3y4aeMbl MEXaHU3M
NOCTTPAHCKPUMLIMOHHON PEerynsauum 3akKcnpeccuun
reHOB pacTeHWi Mpu OEeNCTBUM Ha HUX CTPecC-
GaKTOPOB COCTOUT B KOHTPOJIE YPOBHSA TpPaHC-
KpUnNToB reHoB 3a cyeT manbix PHK n Tak Ha-
3blBaeMbIX OJIMHHbIX Hekogupyowmx PHK  [Liu
etal., 2015].

M3 n3noxeHHOro Bbille OY4EBUAHO, YTO B KNeT-
Kax pacTeHWn MmeloTcs pa3HooOpasHble Mexa-
HVU3Mbl OTBETHOW PEeakLMn KIETOK Ha BbICOKOTEM-
nepaTtypHble BO34ENCTBUS Ha YPOBHE TrEHOMa,
MHOIrMe 13 KOTopbIX elle cnabo nayyeHsl. He nc-
KJlO4EHO, 4TO B Bnunxariee BpeMs 6yayT OTKpbI-
Tbl HOBble CNOCOObI TPAHCKPUMLMOHHOIO 1 NOCT-
TPAHCKPUMNLUMOHHOIO KOHTPOAS  TEernjoyCTONYu-
BOCTM PACTEHMIA.

CUHTEe3 LLOKOBbIX 0eNKkoB

B HacTosilee BpemMsi CYMTAETCS, 4TO CUHTE3
LLOKOBbLIX ©enkoB HeoBXoOuM pacTeHUsIM AN
npuoBpeTeHNss  BbICOKOW  TEmiIoyCTONYMBOCTU
N SABMASETCH 3aBEPLUALWMM 3TanoOM KJIETOYHOro
OTBETA Ha BbICOKOTEMMNEPATYPHbIE BO3OENCTBUS.
Kak yxe oTMeyanocb, MOBbILIEHVE TeMMNepaTypsbl
oKpy>XXatoLein cpeabl CrnocobHO BbI3bIBATL pen-
porpamMmMupoBaHme reHoma KiaeToK, B pe3ynbTa-
Te KOTOPOro VHAYLMPYETCS U/UNN yBENNYNBAET-
CSl CMHTE3 OOHUX OenkoB (Yallle BCEero LUOKOBbIX)
N CHMXaeTCcs CcuHTE3 Apyrux (0Obl4HbIX) OenKkoB.
B uenom B knetkax pacTeHuin, noaBeprHyThiX Bbl-
cokoTemMnepaTypHOMYy BO34ENCTBUIO, TPAHCKPUM-
Tbl, OTHOCSILLMECS K CTPECC-UHAYLMPYEMbIM, CO-
CTaBnAT NpubnuantTensHo 12 % oT obuiero nyna
TpaHckpunToB [Zhang et al., 2005]. B pacteHusx
N. tabacum nocne BO34eNCTBUA BbICOKUX TEMME-
patyp (37 °C B TedeHune 1 4, a 3atem 44 °C B Te-
yeHne 6 4) ypoBEHb TPAHCKPUMNTOB FEHOB HU3KO-
mMonekynspHbix BT (HMBTLL) Bo3pacTtan Gonee
yem B 1500 pa3 no cpaBHEHWUIO C YPOBHEM 3TUX
0OenkoB y KOHTPOJIbHbIX pacTeHui [Rizhsky et al.,
2002]. Okasanocb, 4YTO BbICOKME TemnepaTypsbl
TaKkke CMOoCOOCTBYIOT MOBLILEHMIO TPaHCKPUM-
LMOHHOM aKTMBHOCTW FEeHOB, KoAuMpylowmx 6en-
KM TaKk Ha3blBAEMOro «AOMALUHEro Xxo3siCcTBa»,
T. €. Tex, KOTOopble Yy4acTBYIOT B MOAAEPXaHUN
CTPYKTYPbl U PYHKUNIA KNEeTOK B OBObIYHBLIX YCIO-
Busix. Kak nokasaHo B pabote Rizhsky c coasr.
[2002], nocnepmoBaTenbHOE OENCTBUE BbICOKMX
TemMnepaTyp Ha pacTeHusi Bbi3blBAET MOBbLILLEHNE

YPOBHSI TPAHCKPUMTOB FEHOB, KOAMPYIOLLMX OO0Jb-
lwyto cyobeauHuly pmbynosobucdocdarkapbok-
cunasbl, TUOPELOKCUH, UUTOXPOM C-OKCuaasy
W, 4TO BaXXHO, HEKOTOPble PEPMEHTbI, Y4aCTBYIO-
wye B ytunmsaumn ADK, Hanpumep, ackopbartne-
pOKCMOA3y U FNyTaTMOHNEePOKCHaasy. JKcrnpec-
CUS TeHOB, Koaupylolmx Oenku, ydacTByiloLlme
B MeTabonname caxapoB, HaMpoTMB, B 3TUX YCIIO-
BUSIX OblNa, Kak npaBusio, 3HAYNTENBHO HUXE, YEM
Y KOHTPOJIbHbIX pacteHui [Rizhsky et al., 2002].

CnepnyeTt ckasaTtb, YTO LLOKOBbIE, U CTPECCO-
Bble, O€/IKN — NMOHATME AO0BOJIbHO LUMPOKOE, noj,
KOTOPbIM MOXHO nogpasymeBaTb GEPMEHTbl aH-
TUOKCUOAHTHOM 3aWuThl, YOUKBUTUH, LEA-Benku,
Pir-6enku, gerngpuHel n gp. [Wahid et al., 2007].
OpgHako B gaHHOM 0630pe Mbl CHOKYyCUpOoBasn
CcBOe BHMMaHue Ha BTLL.

Okcnpeccusa uenoro psga BTL nobiwaeTcs
y>Xe B NepBble Yachl N Oaxe MUHYTbl BbICOKOTEM-
nepaTtypHoro Bo3nencTems. MIHoykTtopamuy CUHTe-
3a BT BbICTYnaoT (MPAMO 1Y ONOCPESOBAHHO)
pasnuyHble CUrHanbHble MOJekynbl. Tak, ycTa-
HOBJIEHO, 4TO 00paboTKa pPaCTEHUI 3K30reHHbIM
KasbLMEM VAN MOBbILLEHNE B HUX YPOBHSA KanbMO-
OyfnnHa COnpoBOXAAEeTCs YCUJIEHMEM 3KCMNPECCUn
reHoB BT, Hanpumep, TaHSP26 v TaHSP70y Tri-
ticum aestivum v HSP18,2 y A. thaliana [Liu et al.,
2003, 2005]. Npn 06paboTKe KNEeTOK CYyCNeH3MOH-
HOW KynbTypbl N. tabacum goHopamu okcuaa a3o-
Ta HabsgaeTcs He Tosbko cuHTe3 BTLU, Ho 1 no-
BbILLEHWE TEMNSIOYCTONYMBOCTU pacTeHnii [Lamotte
etal., 2004].

MHorve BTLU GYHKUMOHMPYIOT Kak MOJIeky-
NIAPHbIE LIANEpPOHbl, T. €. y4acTBYIOT B yrMakoBKe
HOBbIX OE/KOB 1 B Aerpagaunm n/mnm BOCCTaHOB-
JIEHNM NOBpPEXAEeHHbIX 6enkoB. Kpome Toro, Kak
yXe oTmevanocb, BTLL aBnai0TCca KOMMOHEHTaMM
CUCTEMBI peLenunn NoBbILLEHHOW TemnepaTypsbl.
MoaToMy HEeyaAMBUTENbHO, YTO 3TN BENKn urpatoT
BAXHYIO POJIb B TEMNJIOYCTONYMBOCTU PACTEHUIA.
Hanpumep, psagom aBTOPOB MoKa3aHo, YTO YCTON-
YMBOCTb PACTEHMI K BbICOKMM TemMrnepaTypam Kop-
pennpyeTt CO CKOPOCTbIO U YPOBHEM HaKOMJEeHUs
BTLU [Lin et al., 1984; Kee, Nobel, 1986; Rikhva-
nov et al., 2007]. Tak, ceepxakcnpeccus BTLLU101
B kneTkax A. thaliana cnocobcTBoBana ycuneHuo
TENnJ0yCTONYMBOCTM 3TUX PaCTEHUIN, Torga kKak
BbIKJIIOYEHME reHa, KogupyoLlero aTot 6enok, ny-
Tem BBeAEHMA aHTUCMbIcnoBon MPHK npuesoamnno
K CHUXeHMto TennoyctonymBocTn [Queitsch et al.,
2000]. Job6aBuM, 4TO YCTOMYMBBLIE N HEYCTOMYN-
Bble K OECTBMIO BbICOKMX TeMnepaTyp copTta oa-
HOrO N TOrO Xe B1AAa PacTEHUN MOTyT OTNYaTbLCA
KaK CMEeKTPOM, TakK 1 KOJIMYECTBOM OOHUX U TEX Xe
BTLU [Wang, Luthe, 2003].

B 3aBncrMMOCTU OT MonekynapHown maccsl 6TL
pasgenaTtca Ha natb rpynn: BTLLU100, BTLL9O,

@



BTW70, BTW60 n HMBTLU [Al-Whaibi, 2011]. 911
0enkn cocpenoToyeHbl B PasHbliX KOMMapTMeHTax
KNeToK (UMTOo30M€e, MUTOXOHOPUSX, XI0oponiac-
Tax, OP) 1 BbIMNOAHAIOT pasnunyHble OYHKUUK He
TOJIbKO B YCNIOBUSIX TEMMNEPATYPHOro CTpecca, Ho
1 B 06bl4HBIX yenoBusix [Zhang et al., 2015].

Mepeas rpynna BTLU BkntoyaeT 6enkn ¢ Mo-
nekynsipHon maccon 100 kda v Bbile, N OHU He-
006XxoauMbl OJ1s1 MOBLILWEHWST TEMJIOYCTOMYNBOCTU
pacteHunn [Agarwal et al., 2002]. ccnepoBaHus,
NPOBEAEHHbIE HA TPAHCIEHHbIX U MYTAHTHbIX pac-
TeHusax A. thaliana, noka3anu, 4TO YypPOBEHb TeEn-
JIOYCTOMYMBOCTU  MOJIOXUTENIBHO  KOppenupyeT
¢ akcnpeccuen BTW101 [Hong, Vierling, 2000;
Queitsch et al., 2000]. YctaHoBneHo, yto BTLLU101
paspyLualoT 6enkoBble arperatbl, KOTOpble BO3HU-
KaloT B KJIETKE Npu AENCTBUM BbICOKMX TemMnepa-
Typ [Agarwal et al., 2002; Usman et al., 2014].

ConepxaHue B knetke BTLU90 paxe npwu oT-
CYTCTBUM CTPECCOBOIr0 BO3AENCTBMS OTHOCUTESb-
HO BENNKO — 1-2 % OT CyMMbl BCEX LIMTO30JIbHbIX
6enkoB [Koseko, 2010; Usman et al., 2014], 4to
yka3blBaeT Ha BaxHyl posb OefikoB 3TOro ce-
MelncTBa B NOOAEPXAHUW HOPMaIbHOM XU3He-
0eATeNnbHOCTN  3yKApUOTUYECKMX  KIIETOK. OTn
0Oenku nokannaoBaHbl B PasiMYHbIX CTPYKTYpax
KNeTKM, HO, OaXe HaxoAsCb B OOHOW OpraHen-
Ne, OHN UMELOT BONbLLIOE KOSIMYECTBO PasNYHbIX
n30h0OpPM, XapakTepu3ylLLMXCH Pas3HON QYHK-
LMOHaNbHOWM aKTUBHOCTbID. Hanpumep, B UUTO-
30/1e KJIETOK Yy pacteHuin A. thaliana n3odopmbl
AtHSP90.1 n AtHSP90.3 nokasbiBalOT HEOANHAKO-
BYIO LLAMNEPOHHYI0 akTMBHOCTL: y AtHSP90.3 oHa
Bblle, yem y AtHSP90.1 [Cha et al., 2013]. Otnn-
yntenbHon ocobeHHocTbio BTLU90 aBnseTcs ToO,
YTO OHU cneunduyeckn OCyLLECTBNAIOT GONANHT
N perynvmpytoT KoHdopmMauuio psga 6enkoe pas-
HbIX CUrHanbHbIX nyTen knetkn [Koseko, 2010],
B 4aCTHOCTU, PELLenTOPOB CTEPOUOHbLIX FOPMO-
HOB U CUrHanbHbIX knMHa3 [Xu, Lindquist, 19983;
Goes, Marthin, 2001]. B HOpManbHbIX YCNOBUSIX
BTLLU90 yyacTBylOT BO BHYTPUKIETOYHOM TpaHC-
nopTte, a Npu AENCTBUM BbICOKMX TemMmnepaTtyp —
B KJIETOYHOM LMKNE U LIUTOKMHE3E, CBA3LIBAKOTCS
c 6enkamu ¢ HapyLLEHHOWM CTPYKTYpOn 1 nepena-
0T nx wanepoHam (BTLLU70) ona peHatypaummv nnm
npoteacomam gnsa npoteonmia [Koseko, 2010].
MIHTepeCHO, 4TO NOBbILLEHME TEMMEPATYPbI B Mpe-
jenax ontMMyma CTUMYNMpyeT POCT pPacTeHui
A. thaliana, Tak kak B Takmx ycnoBusax BTLUI90
OKa3blBalOT B/NAHUE Ha HakorneHue Tirl (trans-
port inhibitor response1) u, Takum o6pasom, npo-
ABNAOT cebs kak perynatop pocta [Wang et al.,
2016].

BTLI70 — OGonbwas rpynna 6enkos, Npucy-
LLMX MOYTM BCEM XUBbIM OpraHnamam [Boorstein
et al., 1994; Usman et al., 2014]. YcTaHOBNEHO,

yto BTLI70 npepoTBpawaloT arperayvio 4ac-
TUYHO [EeHaTypPMpPOBaHHbIX OENIKOBbIX MOJIEKYS,
y4acCTBYIOT B MPOTEONUTMYECKON aerpajaumm
HeobpaTUMO MOBPEXAEHHbIX BENKOB U UX TPaHC-
nopTe K im3ocomam u rnporeacomam [Konynaes,
Kapneu, 2010]. ®yHkumm BTLU70 moryT 3aBuceTb
N OT UX fiokanu3auuu B kneTtke. Tak, B MON0OCTU
OP pacnonaraeTtcsa TpaHCMeMOpaHHbIl LanepoH
BTLLU70 (BiP), peyb 0 KOTOPOM YyXe Lifia Bbllle —
06513aTeNbHbIN KOMMOHEHT CUCTEMbI KOHTPOS Ka-
yectBa 6enka [lwata, Koizumi, 2012]. Y pacteHui
nepua (Capsicum annuum L.) uputonnasmatunye-
cknin HSP70 (CaHSP70-1) yyactByeT B nepeHoce
CurHana 0 CTpeccoBOM BO3OENCTBUM U, COOTBET-
CTBEHHO, B GpOPMUPOBAHMN OTBETA Ha BbICOKO-
TemnepaTypHbii cTpecc [Guo et al., 2014]. Ha
pacTteHuax Oryza sativa nokasaHo, YTO B YC/IOBU-
SX BbICOKOTEMMEPATYPHOro CcTpecca nnacTuaHbIA
BTL70 (OsHSP70CP1) Heobxoamm ans passuTus
xnoponnactoB [Kim, An, 2013]. lMo-Bnanmomy,
6naropapsi nepeyvncneHHbiM GyHKUMSM aTn Gen-
KW 3alMLLaoT pacTUTeNbHble KJIeTKM OT Hebna-
ronpusiTHOrO BO3OENCTBUS BbICOKMX TEMMepartyp
[Al-Whaibi, 2011] n OT MHAYUMPOBAHHOIO UMW
OKMUCANTENBbHOrO cTpecca [Scarpeci et al., 2008;
Montero-Barrientos et al., 2010].

BTLU ¢ monekynapHon maccon 60 k[la asnsaeT-
CSl MOJIEKYNISIPHBIM LLIANepoHOM. ITn 6eNkn 4acTo
Ha3bIBAKOT LUAMNEPOHMHAMU, TaK Kak OHW UMEIOT
CINOXHYIO YETBEPTUYHYID CTPYKTYypy, 00pa3oBaH-
HYI0 OBYMSI B3aMMOAENCTBYIOWLMMN Opyr C Opy-
roOM «KOfbLiaMu», COCTosAWMMN N3 7—-8 cybbeaun-
HuL, [MapyeHkoB u ap., 2006]. bnarogaps Takomn
cTpykType BTLL60 cnocobHbl Ha CBOMX MNPOTU-
BOMOJIOXHbIX MOBEPXHOCTAX MOMNEPEMEHHO CBS-
3blBaTb U WHKYOMpoBaTb 6enku, nogjexaiime
ynakoBke [MenbHukoB, PotaHoBa, 2010]. lMpea-
nonaraetcs, 4to BTLU60 coBmectHO ¢ BTLI70
Yy4acCTBYIOT B YMNaKOBKE PassiMyHbiX OGenkoB XJo-
ponnactoB [Usman et al., 2014] n MmnutoxoHapwui
[Deocaris et al., 2006], B TOM 4MCne KIOYEBOro
depmeHTa ¢doTocmHTE3a pPUdynosobucopocdar-
kap6okcunasbl [KocakoBckas, 2008]. YctaHoBne-
HO, YTO B HEGNAronpuUSTHLIX YCNOBMSX coaepka-
Hue BTLL60 B kneTkax yBenuyveaeTcq B 2—-3 pasa
[MapuyeHkoB n gp., 2006].

BuocuHTes HMBTLU HaumHaeTca B OTBET Ha
hencreme HebnaronpusaTHbIX GakTOPOB OKPYXKato-
e cpeabl U COMPOBOXAAET Pa3BUTME YCTONYU-
BOCTW PACTEHWUI, NPWU 3TOM B TKaHSX Beretatus-
HbIX OPraHOB PaCTEHU MpPuU HOPMasbHbIX YCNO-
Busx HMBTLL He cuHTesunpyiotca [Waters et al.,
1996; Kocakosckasi, 2008]. lNpn TEnnoBOoM BO3-
nencteum HMBTLL o6pasyioT arperatHble KOM-
nnekcbl ¢ maccon ot 210 gpo 280 kda n BmecTe
¢ BTLLU70 dopMupyloT rpaHysbl TEMIOBOrO LLOKa
[Kirschner et al., 2000]. OgHako caMm MexaHu3Mm,
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6narogapsa kotopomy HMBTLL 3awwmiiaoT KneTky,
noytn He n3ydeH [Kocakosckasi, 2008]. M3BecT-
HO Nunwb, 410 HMBTLU npwu cTpecce 3awmwaloT
MakpoMOJiekyJsibl, B yacTHOoCcTK PHK, 1 yyactsyioT
B yNakoBKe HenpaBWJIbHO CBEPHYTLIX 6enkoB [Ko-
cakoBckasi, 2008]. HSP16.45, no-suammomy,
HEenoCpeaCTBEHHO Yy4yacTBYeT B (GOPMUPOBAHUUN
Tennoyctoumeoctn [Yeh et al., 1997]. O6 atom
CBUAETENbCTBYET TOT DAKT, YTO Y TPAHCrEHHbIX
pacteHuin A. thaliana C NOBbILEHHOW 3KCrMpec-
cuenn LimHSP16,9 3adukcupoBaH Gonee BbICO-
KN YPOBEHb YCTOMYMBOCTWU K OENCTBUIO BbICO-
KNX Temneparyp v gpyrmx crtpecc-dakropos [Mu
et al., 2013]. loBblWEeHVE TEMNOYCTOMNYMBOCTU
pacteHuin T, aestivum nop BNUSHUEM 3aKannBato-
LWKMX TeMnepaTyp CONPOBOXAAETCSH HAKOMIEHNEM
TpaHckpunToB reHoB HSP19 [Hunoea v ap., 2015].

Takum 06pa3oM, MOXHO 3aKJ4YNTb, YTo BTLU
HeobXoAMMbI A1 CTabunNn3aumm MHOMMX CTPYKTYP
N OYHKUMA KIIEeTOK B YC/IOBUAX OENCTBUA HaA pac-
TeHUst BbICOKMX TemnepaTtyp. OcobeHHO BaxHO,
4TO JaHHas rpynna 6enkoB cnocobHa HopManmso-
BaTb CTPYKTYPY U PYHKUUM ApPYrMx Benkos, KOTo-
pble MOryT HakanameaTbCsi B 60JS1bLLOM KOJINYECT-
BE B KJieTKax nog BnnsHuem ctpecca [Wan, Jiang,
2016]. Moatomy cnenyet paccmaTtpumeaTb BTLU
KaK BaXKHENLWUA YHKUMOHASbHBLIA KOMIMOHEHT
peakuun pacTeHUn Ha BbICOKOTEMMEPATYPHbIE
BO34ENCTBUSA, BO MHOrOM 6narogapsi KOTopomy
OHW npuobpeTalT 06oJsiee BbICOKYIO TernjoyCcTon-
4YMBOCTb M CNOCOBHOCTL NePeHOCUTL Hebnaronpu-
ATHbIE MOCNEeACTBUS!, BbI3BAHHbIE AENCTBNEM Bbl-
COKOM TemMneparypbl.

3aknioyeHue

[MpoBeneHHbIN aHann3 nuTepartypbl Mokasbl-
BAET, YTO B KJIETKAxX PaCTeHU Noj, BANSHUEM Bbl-
COKMX TEMMNEPATYP NPOUCXOOUT LENbIA Psg, BaxX-
HbIX COObITUI, BK/OYas Te, Gnarogapsi KOTOPbIM
CUrHajs O BbICOKOTEMMEPATYPHOM BO3OENCTBUMU
BOCMPVHMMAETCS U nepefaeTca B s4p0, Bbi3bl-
Bad penporpamMmmMmunpoBaHmne reHoma kieTok. B pe-
3yJ/ibTaTe 3TOro B KNIETKax akTUBU3NPYETCH CUHTES
OO0NbLLON rpynMbl LWOKOBLIX (CTPECCOBLIX) 6ENKOB,
KOTOpble aKTMBHO Y4acCTBYIOT B MPOLLECCE MOBbI-
LeHnsa TernsioyCTOM4YMBOCTM KNeTok. Becnencrteune
39TOr0 TEnJI0yCTOMYMBOCTb KIETOK U pacTeHud
B L,€/IOM MOBBLILLIAETCS U, CNefoBaTeNbHO, YBEIN-
YMBAKOTCS €ro LUAaHCbl H2 BbDKMBAHME B YCIOBUSIX
[eNCTBUS BbICOKOM TeMNepartypbl.

OpHako Henb3sa He cka3aTb, YTO, HECMOTPS
Ha O4YeBUOHbIE yCrexu, OOCTUrHYTble 3a nocnen-
HUe roabl Npu N3y4eHnn 3aToro Bonpoca, no-npe-
XHEMY HE BMOJIHE SICHbI MHOrME acrekTbl BOC-
NPUATUSA  BbICOKOTEMMEPATYPHOrO BO3AENCTBUS
pacTeHusaMu. Tak, Hanpumep, HanMyue B KJeTke

cneumdunyecknx TEPMOpPELIENTOPOB NULLb Npea-
nonaraetcsa [Mittler et al., 2012]. He mnckno4eHo,
YTO CUrHajibHbleé CUCTEMbI PaCTEHUN, Kak npen-
nonaratoT HekoTopble aBTopbl [Kotak et al., 2007;
Konynaes, Kapneu, 2010; Lindemose et al., 2013],
oObeanHeHbl B €AMHYI0 CUrHasbHylO ceTb. Ecnum
3TO Tak, TO B Onuxailiee Bpems npeactont 60-
flee OeTanbHO W3YYUTb KOMMOHEHTbI 3TOW CETU
M B3aMMOOTHOLLEHUST (B3aMMOOENCTBME) MexXay
HUMW. He ncknoyas npu 9TOM, YTO YMCAO yyacT-
HMKOB CETU MOXET OKa3aTbCs ropasno 0onbLINM,
yeM NpencTaBnsieTcs cenyac. HeT ogHO3HAYHOro
OTBETa 1 Ha BOMPOC O TOM, CYLLECTBYIOT /N MPUH-
umMnuanbHble pPa3nnynsa B KIETOYHOM OTBETe Ha
BbICOKOTEMMNEPATYPHbIE BO3AENCTBUS Y Pa3HbIX
rpynn pacTeHN N HACKOJbKO BENMKa TKaHe- U Op-
raHocneumMpunyHOCTb B OTBETHOW peakuun pacte-
HUN Ha TennoBble BO3aencTBuda. OTBETbI Ha BCe
3TV U HEKOTOpbIE Apyrve BOMPOCbI MOMUMO Te-
OPETMYECKOM BaXXHOCTU MMEIOT U MNPaKTU4eckoe
3Ha4yeHMe, Tak Kak TOJIbKO rnybokoe MoHuMMaHue
npupoAabl TENAOYCTOMYMBOCTU PACTEHUA MOXET
NMOMOYb HaWTWM MNpaBUSibHbIE MYTU CENEeKLMOHHO-
reHEeTUYECKOro yay4LleHNs LLeNnoro psga cenbCko-
XO3AMNCTBEHHbIX KY/bTYP, OLLYTUMbIE NOTEPMU YPO-
Xasi KOTOPbIX BO MHOMMX PervoHax Mmpa npomncxo-
OAT n3-3a BO3OENCTBUS BICOKUX TEMMEPATYP.

duHaHcoBoe obecrie4eHne UCCen0BaHUi
OCYLEeCTB/ISINIOCL M3 CPEACTB GenepasibHoro
6roaxeTa Ha BbIMOJIHEHWE rOCYAapCTBEHHOIO 3a-
naHus (Tema N° 0221-2014-0032).
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