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B 0630pe paccMOTpeHBI COBpeMeHHBIE IPEACTaBIEHS 0 poian 0eJIKoB TeruioBoro moka (Heat Shock Pro-
tein, HSP), a Takke TpaHCKpUIIIMOHHEBIX (DAKTOPOB IeHOB OeakoB TeruioBoro 1moka (Heat Shock Tran-
scription Factor, HSF) B 3a1uTe pacTeHuit OT OKUCIUTEIBHOTO CTpecca, MHAYLIMPOBAHHOTO Pa3IMYHBIMU
BUIaMU aOMOTUYECKOTO 1 OnoTndecKoro crpecca. HSP — ruteitoTpornHbie 6€1K1, yIacTBYIOIIVE B pa3ind-
HBIX BHYTPUKJIETOYHBIX MPOLECCaX U BBHIMTOTHSIOIINE MHOXKECTBO BaXKHBIX (DYHKIIMI, BKJIIOYAS TTOBBILLIC-
HHUE YCTOMIMBOCTH PACTEHUM K CTpeCCy, 3allIUTY CTPYKTYPhl U aKTUBHOCTU OEJIKOB aHTUOKCUIAHTHOM CH-
crembl. [ToBbIlIeHHAas1 3Kcnpeccusi reHOB HSP B CTPECCOBBIX YCJIOBUSIX, TIPUBOISIIAS K TOBBIIIIEHHOMY CO-
mepxannio HSP, MoxeT OBITH HCIIONIB30BaHA B KadeCTBE MapKepa OKHMCIMTeabHOro crpecca. HSF
pacTeHuit KOnUPYITCsT OOJBIIMMU CEMECTBaMU T€HOB C BapruabesIbHbIMU MOCIEI0BaTEIbHOCTSIMU, 9KC-
npeccueit u dyHkuuamu. PactutenbHbie HSF perymnpyioT TpaHCKPUTIIIMIO ITUPOKOTO CITEKTPa FreHOB, MH-
IYLUPYEMBIX CTPECCOM, BKJIIOUAst HE TOJIBKO reHbl HSP, HO U IpYTyX IIallepOHOB A€ TOKCUKALIMM AKTUBHBIX
dopMm kuciaopona, GepMeHTOB, YJACTBYIOIIMX B 3alIUTHBIX METAOOJMYECKMX PEaKIUSIX U OMOCHUHTe3e
OCMOJIMTOB WJIX OPYTUX (haKTOPOB TpaHCKpUIILIMU. [ToJTHOreHOMHBIN aHanu3 pacteHuii Arabidodpsis, pu-
ca, TOMOJIs, JIaTyKa 1 IMIIIeHUIBI BBISIBIJI CIIOXKHYIO CETh B3aMMONEHMCTBUIT cemeiicTB reHoB HSP n HSF,
¢GhopMUpYIOIIUX 3aIIUTY PACTEHU OT OKUCIIUTEIBHOTO cTpecca. PaccMOTpeHbI TaHHbBIE, YKa3bIBaIOIIIME HA
BaxxHy1o possb HSP n HSF B peakiium pacteHuit Ha cTpecc, 9YTO MOXKET OBITh MCIIOJIB30BaHO IJIsI IIOBBIIIIe-
HUS TIPOJYKTUBHOCTU U CTPECCOYCTOMUYMBOCTU PACTCHMIA.

KiroueBble ci10Ba: OKMCIUTENBHBIN CTpECC, aKTUBHBIE (hOPMBI KUCJIOpOaa, O€JIKU TeIJIOBOTO 1110Ka, TpaH-
CKPUIMIIMOHHbBIE (PaKTOPBI TEHOB OEJIKOB TETUIOBOTO I110Ka, aHTUOKCUIAHTHBIE (DEPMEHTHI
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BBEAEHHWE

PacTteHus1 TOCTOSIHHO MOABEPraiTCs BO3IEH-
CTBUIO Pa3JIWYHBIX BUIOB OMOTUYECKOIO WU abUOTH-
YEeCKOTIO CTpecca, KOTOPbIE HETaTUBHO BIIMSIOT HA UX
POCT U pa3BUTUE, TTIO3TOMY U3YYCHHIO MEXaHU3MOB
3allATBl paCTEeHMI OT CTpecca yAeaseTcs Ooablloe
BHUMaHue. VIMelomuecss TaHHbIE CBUIETEIbCTBYIOT
O TOM, YTO MPaKTUYECKU Ha BCE BUJBI CTPECcca OKPY-
Xarouei cpeabl paCTeHUsI OTBEYaloT 00pa3oBaHUEM
aKTUBHBIX (popM Kuciaopona (ADPK), Koropsle mo-
POXIAalOT OKUCIUTENbHBIN cTpecc [1—5]. Oxkuciau-
TENbHBIN CTPECC B KJI€TKAaX pacCTeHUI BO3HUKAET NpU
BO3ICHCTBUU MPAKTUYECKU BCEX HEOIArompUsITHBIX
¢$aKTOpOB BHEIIHEHN cpelbl, BKIIIOYasl 3acyXy, coJie-
BOM, TETJIOBOM 1 XOJIOAOBOM CTPECC, BLICOKYIO OCBE-
IIIEHHOCTb, 3arpPsI3HEHUE BO31yXa TOKCUIYECKUMU CO-

Cokpainenusi. HSP — 6enku teruioBoro moka (Heat Shock
Protein); HSF — tpanckpununoHHsle (pakTOpbl FEeHOB OEJIKOB
TeruioBoro 1oka (Heat Shock Transcription Factor); TF —
daxrop TpaHckpumniuu (Transcription Factor).

efuHeHUsIMU U ap. [1, 3, 6, 7]. U36bITOuHOE 06pa3o-
Banue Takux A®DK, kak mepokcwm Bomgopona,
CYNEPOKCUIHBIN paauKal U CUHIJIETHBINA KUCJIOPO/I,
MPUBOIUT K TIOBPEXICHUIO KIIETOYHBIX MEMOpaH,
0enkoB, MMnuaoB, yriuesonos u JIHK [8, 9].

MexaHU3M aHTUOKCUIAHTHOM 3allIMThl BKJIIOYaeT
depMeHTaTUBHBIE W HedepMEeHTaTUBHBIE KOMIIO-
HEHTHI, yJ4acCTBYIOIIME B COAJTAaHCMPOBAaHHOM 00pa30-
BaHuu U aerokcukammu ADOK. AOK BzanmMoneiicTBy-
IOT C pa3IMYHBIMU KJIETOYHBIMUA CUTHAJIBHBIMU MOJIC-
KyJlaMH, BKJto4Yasi (puToropMoHbl, (G-0eaKu, MOHBI
KaJblKs U MUTOTEH-aKTUBUPYEMbIe MPOTEUHKWHA3I
(MAPK) [5, 10]. O6HapyzkeHo, uto ADK omocpemyroT
KJIETOYHbIE CHUTHAJIbI MOCPEICTBOM IIPSIMOTO B3au-
MoneiictBusi ¢ dakropamu TtpaHckpunuuu (TF),
Bkiatodass TF reHoB GenkoB TeruioBoro 1moka (Heat
Shock Transcription Factor, HSF). Hanpumep, ¢dak-
Topbl HSFA2 1 HSFA4 uHaynupyoTcst OKUCIUTEb-
HBIM CTPECCOM M YYacCTBYIOT B ASTEKLIMU MEPOKCUIA
Boaopoaa [11]. ADK gaBisgioTcss BaXXHBIMUA CUTHAJIb-
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HBIMHM MOJIEKYJIaMH, KOTOpPbIE, CPEeaU MPOYEro, BO-
BJICUCHBI B aKKJIMMATU3allMIO PACTEHUM U aKTUBa-
uuo ux ummyHureta [8, 12]. ADK yyacTByloT, Ha-
MIPUMEpP, B PETPOrpPagHOl PEryjsiiiui 3KCIPeCcCUu
TeHOB B KJIETKax pacteHuii [13, 14], a Takke, Mo-BU-
IMMOMY, B Iiepenade BHYTPUKIJIECTOYHBIX 1 MEXKIIe-
TOYHBIX CUTHAJIOB, KOHTPOJUPYIOIINX 3KCIIPECCUIO
T€HOB M aKTUBHOCTb aHTHUCTPECCOBBIX cucTeM [15].

Haxe B orcyrcTBUe ctpecca ADK nmocTossHHO 06-
pa3yloTcs B KJIETKE KaK ITOOOYHBINM MPOIYKT a3po0-
HOT0 MeTab0JI13Ma B XJIOPOILIACTaX, MUTOXOHIPHUSIX,
MePOKCUCOMAX U TMPU -OKUCIEHUHU KUPHBIX KUCIOT
[15]. KieTouHast aHTUOKCUAAHTHASI CUCTEMa MOXKET
BbIBOAUTH ToKcUuHble ADK yepe3 ackopbaT-riyra-
TUOHOBBIN IyTh (TaK Ha3biBaeMblit IyTh Asada—Hal-
liwell) — oCHOBHOI1 ITyTh AHTUOKCUAAHTHOM 3aIIUTHI,
KOTOPBIA 00€3BpEeKMBAET B OCHOBHOM IIEPOKCHII BO-
JIOpoJia U MoAAepKUBaeT COATaHCUPOBAHHBIN OKKC-
JINTEIbHO-BOCCTAHOBUTEJILHBIN CTAaTYC PacTUTEIbHBIX
KJIETOK. B CTpecCOBBIX YCIIOBUSIX YBEIMYMBACTCS aK-
TUBHOCTb TaKWX aHTMOKCUIAHTHBIX (PEPMEHTOB, KakK
cynepokcun-nucmyTasza (SOD), katanaza (CAT), ac-
kopOatnepokcuaada (APX), rmyraTuoHIiepokcuaa3a
(GPX), mepokcumaza (POD), nepokcupeloKCUH
(PRX), moHonerunpoackopbarpeaykraza (MDHAR),
neruapoackopoarpenykrasa (DHAR), mmyratuonpe-
nyktasza (GR) u miyratuoH-S-TpaHcdepasza [7, 15,
16]. UTo ke M3BECTHO O TOM, KaK PaCTeHUSs IIPOTUBO-
CTOSIT OKHCIUTEIbHOMY CTpeccy?

OnHuM U3 HauboJiee BaXKHBIX U U3YYEHHBIX aHTU -
CTPECCOBBIX MEXaHU3MOB SIBJISICTCSI OMOCUHTE3 OEJIKOB
terioBoro moka (Heat shock protein, HSP) [17—20].
HSP — mmpoxko pacripocTpaHeHHbBIE B IIPOKAPHUOTH-
YEeCKUX M ODYKApUOTUYECKMX OpraHu3Max OeyKH,
BIIEpBbIC ObUIM OOHApY:KEeHBI B KJIETKAX B OTBET Ha
MOBBIIIIEHNE TeMIlepaTypbl, HO HAaKOIUIEHHbIC HaH-
HbIe YKa3bIBAIOT Ha OOJbIlIOE pa3HOOOpa3ue poJiei,
kotopeic HSP wrparmoT B pacTeHMSIX, 4TO HenaeT
OYEeHb BaXXHBIM 1X BCECTOpPOHHEee n3ydeHue. [1pexmne
Bcero, HSP GyHKIIMOHUPYIOT KakK IIamepoHbl U
Y4acTBYIOT B peOIauHIe TeHaTypUPOBaHHBIX Oel-
KOB, CBOpauYMBaHUU CUHTE3MPOBAHHBIX MOJUITCIITH -
JIOB 1 COJTIOOMIM3alINY arpeTMPOBaHHBIX OEJIKOB, JIe-
rpagaluy OJeHaTypUpPOBaHHBIX OSJIKOBBEIX arperaToB
[21, 22]. HSP urpatot BaxkHyO pOJIb B pa3BUTHUM pac-
TEHUI U peaklUsIX Ha pa3IndHbIE CTPECCOBBIE YCIIO-
BUSI, BKIIIOUAsI 3aCyXy, COJIEBOIl cTpecc, 3apaxkeHue
naToreHaMH M HamajeHne HaceKOMBIX [7]. bombioe
pa3HooOpa3ue GyHKIMI, KOTOpble BhITTOAHSIOT HSP
B paCTEHUSIX, IIOCTOSIHHO IIPUBJIEKAeT BHUMAHUE MC-
ciegoBarteneii. Ciemyet otMeTuTh, YT0 HSP 1 HSFy
SKMBOTHBIX M3y4eHHI JIYYIIIE, YeM Y PACTCHUIA.

Bkcnpeccust TeHoB HSP peryiupyercs B OCHOBHOM
oenkamu HSF. AktuBanusi reHoB HSF1ipu cTpeccoBoM
BO3IEUCTBUU MPOUCXOIUT C TIOMOILIBIO MHOTO3TAITHbIX
nporeccoB [15]. B HacTosiee BpeMsi HaOmMogaeTCs
pocT myOJuKauii, MOCBSIIIIEHHBIX CJIOXHBIM B3au-
mopeiicteusasmM HSP u HSF, nMmerommMm pemiaroniee
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3HAYCHME IJISI YCTOMYMBOCTM PACTEHUII K CTpEcCy.
ITonyyeHbl HOBBIE JaHHBIE O (PYHKIIMOHUPOBAHUU
HSF. Oka3zainock, uto HSF akTuBUpYIOT TpaHCKPUII-
U0 HEe TOJILKO TeHOB HSP, HO M TeHOB OPYIUX
CTPECCOBBIX OEJIKOB, YUACTBYIOIIMX B 3alllUTE pacTe-
HUI1 OT CTpecca, B TOM YMCJIE OKUCINTEILHOTO, HAIIpH-
Mep, aHTUOKCUIAHTHBIX ¢pepMeHTOB [12]. OgeBumHO,
YTO aKTUBALIMSI M OMOCUHTE3 CJOXHOI IIariepOHHO
cucteMbl (HSP), nmuksumupyioiieii TOKCUYHEBIE IIPO-
nykThl B3auMoneiicteust ADPK ¢ 6unonoaumMepamMu, u
MOBBIILIEHUE AKTUBHOCTU aHTUOKCUIAHTHOI CUCTEMBI
KJICTOYHOM 3alllUThl, CHIDKAIOIIEH BHYTPUKIETOYHbBIE
koHueHTpauuu ADPK, oTHOCSATCSI K OCHOBHBIM OTBE-
TaM Ha CTPECC M UTPAIOT BAXKHYIO POJIb B aKKJIMMaTU3a-
LMK PACTCHUI1 U TIOBBIIIECHUN UX YCTOMYMBOCTH K HeE-
OJIarorpuAITHLIM (haKTOpPaM OKPYKAOIICI CpEIbI.

B HacrosiiieM 0630pe M310XeHbl COBpeMEHHbIE
npencrasneHus o poxu HSP, a taxcke HSF B 3ammmre
pacTeHUui OT OKMCIIMTEBbHOTO CTpecca, MHAYLIUPO-
BaHHOTO pa3JIMYHLIMU BUIAMU aOMOTUYECKUX U
OmoTHYecKNX Bo3necTBuil. OOCYyKIa10TCS CUCTEMBI
3alUThl paCTEeHUIT C 0COOBIM aKIIeHTOM Ha pojib HSP
n HSF B peakiiuu pactenmii Ha ctpecc. He o0cyzkna-
IOTCSI BOTIPOCHI, CBSI3aHHBIE C PETYJISILIMEN aKTUBHO-
ctu HSF nHekogupytomumu PHK, KoTopsie TpeOyIoT
OTAENBLHOTO PACCMOTPEHMUSI.

CEMEMNCTBA HSP PACTEHUM

benku HSP urpalor penarolinyio pojb B 3allUTe
KJIETOYHBIX CTPYKTYP PACTEeHUM U IPYTMX OpraHu3-
MOB OT cTpecca [5, 23]. HSP asstiorcs mamnepoHamu,
OHU OTBEYAIOT 32 MHOXECTBO MOJICKYJISIPHBIX (DyHK-
LU, BKJIIOYasi CBOpayMBaHue, cOOpPKY, cTabuamn3a-
LIWI0, MeMOpaHHbBII TPAHCIIOPT U JeTpamalnio Oel-
KOB B HOPMAJIBHBIX YCJIOBUSIX, a TAKXKe B YCIOBMSX
ctpecca [5]. IIpencraButenu pa3Hbix cemeiictB HSP
pacTeHUil aKTUBUPYIOTCS B OTBET HA 3Kapy, XOJIOH,
3acyxy, 3aCoJIeHue, CBETOBOI CTpecC U IpyTrue BUIbBI
crpecca [21, 24-26].

YCTOiYMBOCTh OPraHM3MOB K OKUCIUTEIBHOMY
CTpecCy B 3HAUUTEJBbHOU CTENEHU ONpEeIeIIeTCs
CMOCOOHOCTBIO MOJIEKYJISIPHBIX IIAMIEPOHOB MOAAEP-
XKUBaTh KOH(MOPMAILIMOHHBIII TOMEOCTa3 OEJIKOB.
Ponb 11arnepoHoB B momaep>KaHUM TOMEOoCcTas3a XU-
BOTHBIX KJIETOK U KJIETOYHO rOesr XOpollo u3yye-
Ha, HO TOpa3a0 MEHbIIIEe U3BECTHO 00 NX (DYHKIIUSIX B
KJIeTKaxX pacTeHuii. B cBsI3U ¢ 9TUM OCTpO HeOoOXOoaU-
MO u3ydyeHue B3amMmoneiicTBusi HSP/maneponHoii
cuctembl 1 HSF B 3a1mTe pacTeHUid OT OKUCIUTEb-
HOTO cTpecca.

HSP HalineHbl moYTH y BCEX OPraHU3MOB, OT 6aK-
Tepuii 10 rpuOOB, paCTeHUI U XKMBOTHBIX, BKITIOUAsI
yenoBeka. M3BecTHO HecKombKo ceMeictB HSP,
KJIacCU(UILIMPYeMBIX HA OCHOBE UX MOJICKYJISIPHOM
MaccCHI, KOTopasi Kojiebaercs B rpeaeiaax 8—200 k/la.
HSP o00praHO mompasmelsiioTcsl Ha CIICAYIOIIe Ce-
meiictBa: HSP100, HSP90, HSP70, HSP60 HSP40 u
Ne 6
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Hn3KoMonekyasgpubie SHSP [7, 22, 27]. OcoObrit nH-
tepec npencrapiasor sSSHP, HSP70 u HSP90, no-
CKOJIbKY TIpEICTAaBUTEIN HMEHHO 3THUX CEMEIiCTB
HanboJyiee MHTEHCUBHO CUHTE3UPYIOTCS B YCIOBUSIX
ctpecca. Huxe paccmoTpenbl cemeiictBa HSP, ripen-
CTaBUTEIU KOTOPBIX BaXKHBI IS 3aIUThI OT OKMCIIM-
TEJIBHOTO CTpecca M CBSI3aHbI C TeMOii 0030pa.

Hwuskomonexkynsapaele 0enkm sHSP — npesHme
0enKu, coaepxKalllieé OCHOBHOM JOMEH O-KpUCTas-
JIMHA CO CTPYKTYpO#l -CoHIBMYA M pa3HOOOpa3HbIe
N-konnesnie fomMeHbl. SHSP neiictByror kak ATP-
He3aBUCUMBIE 1IaNIepOHBI, CBSI3BIBAIOIIINE ACHATYPU -
pOBaHHEIE CTpecCOM OeJIKU, IS IIPeaoTBpaIlecHUS
nx HeobpatmMmoii arperanmm [20]. B cTpeccoBbIx
YCIOBUSIX, BBI3bIBAIOIIMX TOBPEXICHUS OEJIKOB,
sHSP mnpenorBpamiaior HeoOpaTUMYyIO arperamuio
pa3BOpavYMBaIOIIMXCs OSIKOB, BCTpanBasiCh B 00pa3y-
Io1IMecs] OeJIKOBbIC arperaTbl. OTU O0eJIKOBbIE KOMITJIEK-
CBI BIOCJIEACTBUM B3aMOJICHCTBYIOT C APYTUMU Iare-
ponamu, Takumu kak ClpB/HSP104 u HSP70/HSP40,
JUTST peakTUBAllMK eHaTyprupoOBaHHbBIX OekoB. Hau-
OoJiee MHOrouuciaeHHas rpymia sHSP obHapyxkeHa y
BeIciIuX pacteHuii (19—37 y Arabidopsis, puca u To-
oJist), ipeacTaBuTean Volvocales comepkaT MeHbIlIe
atux 6enkoB (8 y Chlamydomonas reinhardtii, 7y Vol-
vox carteri 6 'y Gonium pectorale) [28]. bonee cnox-
Has cucteMa HSP y pacTeHuii, yeMm y JKUBOTHBIX MO-
JKeT OBITh 00YyCJIOBJIEHA “TIPUKpPETIJIEeHHBIM” 00pa3oM
KM3HM, KOTOPHIN HEe MO3BOJISET YXOIUTh OT CTpecca.

HSP70 — sT0 mmranepoH, KOTOPbIi HAaUOOJIee YHU-
BEpCaJIbHO MHIYLIUPYETCS B OTBET Ha TaKue aKTOPhI
cTpecca, Kak yiabTpadHroJIETOBOE M ramMMa-u3iryde-
HUE, BO3IEHCTBUE TOKCHUYHBIX XHMHYECKUX Be-
mectB. [aneponst HSP70 yyacTByIOT B HIMPOKOM
CIIEKTpPE BHYTPMKIICTOUHBIX (DYHKIIMIA: CBOpadyMBa-
HUY BHOBb CMHTE3UPOBAHHBIX OEJIKOB, TPaHCIOKa-
UM IMOJJUIICIITUAO0B B MUTOXOHAPUHN, XJTIOPOILJIACThI
¥ DHIOOIIA3MaTUYECKUU PETUKYIyM, COOpKe U pa3-
OopKe OCITKOBBIX KOMITJIEKCOB, PETyISIIUNA aKTUBHO-
ctu 6enkoB. Kpome Toro, HSP70 xoomnepupyercst ¢
JIPYTMMU KJIETOYHBIMM IIAIIepOHHBIMM CHUCTEMaMM,
Bkmouass HSP90, maneponnn HSP60, sHSP u
HSP100 [29]. B ycnoBusix ctpecca aktuBHocTh HSP70
CBsI3aHa C IpedoTBpallleHueM arperalium 0eJIKOB, CO-
JIIOOMIN3aINe arperupOBaHHBIX O€JIKOB, CTUMYJIN -
poBaHMEM TTOBTOPHOTO CBOpAaYMBaHUSI HEMPABUJILHO
CBEPHYTBIX WJIM pa3BEPHYTHIX OEJIKOB, B3aMMOIEii-
CTBMEM C MEXaHM3MaMU KJIETOUHOI nerpagaiuu, Ta-
KUMM KakK cucteMa YOUKBUTHUH-IIpOTeacoma, st
yaajgeHus abeppaHTHBIX OEJIKOB 1 OSIKOBBIX arpera-
TOB [29].

IIpeacraBuTenu npyroro ceMemcTBa mMamnepoHoB,
HSP90, nokanusyioTcsi B IIUTO30Jie B OTCYTCTBUE
crpecca. OcHoBHas pyHkums HSP90 3axmouaercs B
perysiiuy O0eJIKOBOro Merabojan3Ma, o0ecredyeHuu
CTaOWJIBHOCTH O€JIKa W y9aCcTUU BO BHYTPUKIICTOU-
HOM TpaHcmopte 0enkoB. OobsraHO HSPI90 neiictByet
B COYETAaHUU C IPYTMMHU IIAllepOHAMU, TAKUMU KakK
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HSP70 [27]. HeckoibKo JIeT Ha3ad OBIJIO yCTaHOBJIC-
HO, UTO cBepx3Kcnpeccus reHa HSP90 B oIyXxoJieBbIX
KJIeTKaX, TIPEICTABIIIeT HOBYIO MTPOoOJeMy MpH Jieue-
HUM OHKOJIOTWYECKMX 3aboieBanmii [27].

Korna pacteHus nonBepraioTcs CTpeccy, CUHTE3
HOPMAJIBHBIX OEJIKOB CHMXKAeTCsl, IPU 3TOM ITOBBI-
IIaeTCsl KCOpPECcCUsi TEHOB CTPECCOBBIX OEJIKOB M,
Kak cJIeicTBUe, 3amyckaeTcs cmHTe3 HSP. Dxcnpec-
cusi TeHOB HSP TOMOXUTETbHO PEryJupyeT aKTHB-
HOCTb @aHTUOKCUJIAHTHBIX (pepMeHTOB. Tak, HarpuMmep,
TIOBBIIIIEHHAS 9Kcnpeccust Hebopiroro HSP17.8 ycu-
JIMBajla aKTUBHOCTh cynepoKcua-aucmyTassl (SOD)
B Kietkax Arabidopsis [30], a cBepxXdKCIIpecCcHs
HSP16.9 moBrwimraia aktuBHOCTE Tiepokcunassl (POD),
kartasasbl (CAT) u SOD B pacTteHusx Tabaka [31].

HSP — nneitorponHbie 6enKu, y4acTBYIOIIME B
pa3IUIHBIX OMOXUMUYECKUX IIPOLIECCaX Y BEIIOTHSI -
JOIII€ MHOXKECTBO BaXXKHBIX (PYHKIIMI B KJIETKaX dYy-
KapuoT, a TaKXe CIIOCOOCTBYIOIIME ITOBBILICHUIO
CTpeccoycToMYMBOCTA pacTeHuii. Ilpenmonaraercs,
yro HSP monoxwurenbHO BIMSIOT HAa TEPMOTOJIE-
PAHTHOCTb PaCTeHMIA, 3alIMIIASI CTPYKTYPY U aKTUB-
HOCTb 0eKoB, ne3aktuBupytomux AOK u cHuxaro-
X WX KOHIIEHTpannio B Kietke [7, 15].

HSP KAK BUOXUMHNYECKHWE MAPKEPHI
OKUCIUTEIBHOI'O CTPECCA PACTEHUUA

Mapkepbl OKUCIUTEJIBHOIO CTpecca BaxKHBI IS
MOHUTOPHMHIA TOKCUYECKOIO BO3ICUCTBUS pa3ind-
HBIX ITOBpeXAaoINX (haKTOPOB Ha pacTeHUsI. BEISIB-
JICHHEe MapKepOB OKHUCIUTEIBHOTO CTpecca HaXOIUT -
cd B LIEHTpe BHUMAaHUSI MHOTUX HCCIIenoBaTelIeil, 1
BO MHOTHX 3KCIIEPUMEHTAaX HalileHbl YyBCTBUTEIb-
Hble K ADK reHbl 6e1KOB, MAEHTU(PULMPOBAHHBIX
Kak 6rnoMapkepbl. CUHTE3 IIaniepOHOB MHAYLIUPYET -
Cs CTPECCOM M 3aBUCHUT OT CTpecca, TAKUM 00pa3oM,
conepxxanue HSP mMoxeT OBITh MOJIE3HBIM MHANKA-
TOPOM OKMCJIMTEJILHOIO CTPECCa M CTPECCOBHIX peak-
M1 B pa3aIWdIHBIX opranms3max [5, 23]. B xadectBe
OHMOMapKepOB HCITOJB3YIOTCS TIPEACTaBUTEIN pas3-
HbIx cemeiicTB HSP [32, 33]. Oco6blii MHTEpEeC BbI3bI-
Balot npeacraButenn cemeiicts sHSP m HSP70, tak
KaK 4acToO OHU SIBJISIIOTCS HanboJjiee paHHUMU U UH-
TEHCUBHO CHHTE3UPYEeMbIMU CTPECCOBBIMU OejKa-
mu. Tak, HaIpUMep, U3ydeHa BO3MOXKXHOCTh UCITOJIb-
3oBaHus SHSP17.4CI Arabidopsis B KauecTBe MOJIEKY-
JIIPHOTO Mapkepa OKMCIUTENbHOTO cTpecca [5].
Yuactue A@K B umanykumu HSP17.4C nmokaszaHo B
OIIBITAX, B KOTOPBIX PACTEHMSI 00padaThIBAIM IIEPOKCH-
JIOM BOJIOpOJa. YCTaHOBJIEHO, YTO TakKasi oOpaboTka
MOBbBIIIIAJIa YPOBEHb 3Kcmpeccuu TeHoB HSPI17.4C.
OTH pe3yIbTaThl COIIACYIOTCS C JAHHBIMU, COTIIACHO
KOTOPBIM B3KCIIpeccUs pasiudHbix SHSP pacTeHuit
MOBBIIIAETCSI B OTBET Ha BHEIIHEe BO3IEHCTBUE
OKHCIHUTENIbHOTO cTpecca [11]. 3areMm B ommbITax Ha
MyTaHTax Arabidopsis ¢ neduuuTOM Katajiaasbl 2 00-
HApyXWJIU HaKOIUJICHWE SHIOTeHHOIo MepOKCcuaa
BOAOPOAA, YTO NPUBOIUIIO K 3HAUUTEIbHON MHIYK-
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o HSP17.4CI. TakuMm oOpa3oM, TOITydeHO IIpsIMoe
nokKa3aTeabcTBO Toro, uro omocuHted HSP17.4CI
unayuupyetcss ADK [5]. boicTpast UHAYKIIUSI U BbI-
cokass akcrnpeccusi HSPI17.4CI mpu pa3imIHBIX
CTPECCOBBIX COCTOSTHUSIX, COMPSI>KeHHas1 ¢ 00pa3oBa-
HueM ADK, mpenmosaraet, 4To 3TOT I'eH MOXKET UT'-
paTh BaXHYIO POJb B CHIXKEHUM OKHUCIUTEIHLHOIO
crpecca, a HSP17.4CI MOXXHO MCITOIb30BaTh B Kaue-
CTBE MOJEKYJISIPHOIO MapKepa OKMCIUTEIHLHOIO
ctpecca y Arabidopsis. IlonydeHbl DaHHBIE, CBUIS-
TEJILCTBYIOIIIE O TOM, YTO DKCIIPECCHUSI €1le OTHOIO
6enka — HSP17.6C Arabidopsis, peryavupyercs pas-
JIMYHBIMM CUTHaJaMU, KOTOPbIE CBSI3bIBAIOT OMOTH-
yeckue 1 abuorudeckue crpeccbl ¢ ADK, u sTot Ge-
JIOK TaKXKe MOXKET CIIY:KUTh MOJIEKYJISIPHBIM MapKe-
POM OKMCINTEIILHOTO cTpecca [5].

VYhnayHbIM TIPUMEPOM HCHOJIb30BaHUs OEJIKOB ce-
merictBa HSP70 B kauecTBe MapKepOB OKMCIMTEIBHO-
ro crpecca crai xjoporuiactHeiii HSP70B [34—37].
Tak, cpaBHWJIM peaklMIO Ha TEIJIOBOI CTpecc Tpex
BUJOB XJIOPEJUIbI, ABa W3 KOTOPBIX MPOUCXOAAT U3
KOHTPACTHBIX MeCT oOuTaHusi — AHTapKTuasl (Chlo-
rella vulgaris — 3KCTpeMOMUIIbHASI) U TOPSIYUX KUC-
TOYHUKOB B bonrapuu (trepmodunbHbiii Bug Chlo-
rella 8/1). TpeTbum ObLT Me30dWIbHBIN Bul — C. kes-
lerii [34, 35]. IlokazaHo, 4ro Ojaromapsi Ooiee
BBICOKOMY KOHCTUTYTMBHOMY YPOBHIO U XOPOIIIO 3a-
METHOMY IIOBBIIIeHMIO OuocuHTe3a HSP70B, Bun
C. vulgaris MOXEeT BbKMBATh B 3KCTPEMaJIbHbBIX YCJIO-
BUSIX AHTApPKTUIBI. DTU JaHHBIE COIIACYIOTCS C TH-
TMOTE301 0 TOM, 4To O6esKku cemeiictea HSP70 BxonmsT
B YKUCJIO OCHOBHBIX KOMITIOHEHTOB YCTOWYMBOCTU K
ctpeccam, a Hsp70B gBasieTcss XOpoIlIuMM paHHUM
MapKepoM MWHAYLUMPOBAHHOIO  OKUCIUTEIHLHOTO
CcTpecca U CTPECCOBOTO COCTOSTHUS KJIETOK C U3yUeH-
HBIM T€HOTUIIOM.

Takum oOpa3oM, MOBBIIIEHHYIO 9KCITPECCUIO Ie-
HoB HSP (nanipumep, sHSP, HSP70B) B CTpeCCOBBIX
YCJOBUSIX MOXHO UCTIOJIb30BaTh B KAUECTBE MapKe-
POB OKHUCJIUTENbHOTO cTpecca. KoHeUHO, HEeBO3-
MOXHO OXBaTUTb U WUHTEPIPETUPOBATH OTPOMHYIO
0a3y JaHHBIX O OMOXMMHUYECKUX MapKepax, Mo3TOo-
My ObLIM BbIOpaHbI HaMOoJIee XapaKTepHbIE TPUME-
pol. 111 oOHapy>XeHUs HaJleXKHBIX MapKepOB OKUC-
JIMTEJILHOTO cTpecca He0OXOAUMbI JaJIbHEUIINE HC-
clielOBaHUS.

DOAKTOPBI TPAHCKPUIILIMNW 'EHOB
BEJIKOB TEITJIOBOT'O IIOKA (HSF) —
OCHOBHBIE PETVJIIATOPBI HSP

HSF npencraBistior co60ii TpyIiry KOHCEpBaTUB-
HBIX PEryJsITOPHbIX OENKOB, MNPUCYTCTBYIOIIMX B
KJIeTKaX BCeX MPOo- U BYKapuoT. 3a MoCAeaHUE TOabI
IMOJIy4eHO MHOTO HOBBIX TAaHHBIX O CTPYKType U
¢yakuugx HSF y pacrenmit [12, 24, 38]. DT 0enkn
YYaCTBYIOT B PETYJISILIUY PeaKIUii Ha CTpecCc U Ouo-
JIOTMYECKHMX IIPOLIECCOB B pacTeHUs1X. PacTeHus oT-
JIMJaroTCs 6oJiee CIIOXKHOM peaklMeil Ha CTpece, YeM
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JIPOXKM M KMBOTHBIE. Tak, HallpuMep, Y pacTeHUA
cemeirictBo HSF coctout us 18—52 ujieHOB, B TO Bpe-
MsI KaK y APOKeil ¥ Ip030(hIbl OHO IIPEICTAaBICHO
eIMHUYHBIMH 3K3eMIUISIpaMU, a Y MJIEKOITUTAIOIINX
uneHtuduumponBaHo yetbipe HSF [12, 39]. HecmoT-
psI Ha 3HAYUTEIbHbIE BapUallMU B YMCJIE U MOCIIEI0-
BarenbHOCTSX HSF, nx cTpykrypa m (pyHKIINM BHICOKO
KOHCEPBATUBHHBI Y pacTeHuil. K HacTosiieMy BpeMeHU
JIOCTUTHYT 3HAYMTEIbHbBII IIPOrpecc B paciIndpoBKe
cioxkHoOM perynsropHoit cetn HSF, dyHknmm psima
HSF oxapakTepu3oBaHbl HE TOJBKO Y MOAEIbHOTO
pacteHust Arabidopsis, HO 'y HEKOTOPBIX IPYTUX BU-
JIOB PaCTeHUIA.

®akrtopel HSF gBisitoTcsi akTuBaTopaMu TpaH-
CKPUITLIMHU, PEryJUPYIOIIMMU 3KCIPECCUIO TEHOB
HSP (24, 38], tak HSF Arabidopsis KOHTpOJIUPYIOT
TpaHckpuniuwo 6onee 200 reHOB, MHIYIUPYEMBbIX B
OTBeT Ha TerIoBoii ctpecc [40]. Pactrenust omHOBpe-
MEHHO MOABEPraloTCsi MHOTUM BUJIaM CTpecca, KOTO-
pble MMPUBOISAT K OKUCIUTETbHOMY, UJIN BTOPUIHOMY
crpeccy. HSF pacTeHuit akTUBMPYIOT TpaHCKPUII-
11110 HE TOJILKO B OTBET Ha TETJIOBOM CTpecc, HO U Ha
MHOTHeE APYTUe CTPECChl OKpYXKaloIlei cpelibl, U3Me-
HSIS1 KCIIPeCcCcUto OOJBIIION TPyl TEHOB, Y4acTBY-
IOIIUX B MOMIEPKaHUW KJIETOYHOTO TOMeocTasa,
BKiItouast reHbl HSP [38, 41]. U3yueHue nipoduieit
skcnpeccun reHoB HSF'y Arabidopsis 1 npyrux BUmoB
pacteHuit (puc, SYMeHb, TOMAaThI, MIIEHUIIA, KYKY-
py3a 1 cosl) BBISIBUJIO 3aMETHBIE pa3IMuus B UX DKC-
MPECCUU B OTBET Ha BO3IEHCTBUE a0MOTUYECKOTO U
ouoTmyeckoro crpecca [12, 24, 38, 42—46]. Tak, Ha-
MpUMep, U3yYeHUe TpaHCKpUMNLMU 25 reHoB HSF
puca nokasaso, 4To Ha TeTUIoBOii cTpecc oTBeyatoT 19
M3 HUX, Ha 3aCyXY, COJICBOI 1 XOJIOIOBOM cTpecchl — 11,
JIEBSITh U CEMb T€HOB COOTBETCTBEHHO [47]. IToka3a-
HO 3HAUYuTeJIbHOE MepeKpbiBaHUE Mpoduieil TpaH-
ckpunuuu redHoB HSP u HSF 1ipu TerioBoM U Ipy-
IMX BUAax CTpecca, YTO CBUIETEJIbCTBYET O Cylle-
CTBEHHBIX TMEPEeKPECTHbIX B3aUMOJEUCTBUSIX B
pa3IMYHBIX CUTHATBHBIX CeTIX [24].

Cmpyxkmypa u kaaccot HSF

OCHOBHBIMU CTPYKTYPHBIMU 3JIEMEHTaMU OEJIKOB
HSF asnsrorcsa JJHK-cBs3bIBaoluii 1OMeH, JOMEH
OJIUTOMEPU3allMM W JOMEH aKTUBALUM TPaHCKPUII-
onu. N-xkoHnesoit JIHK-cBs3eiBarommit  moMeH
daktopa HSF y3Haer ajeMeHTHI TEIJIOBOIO IIIOKA
(Heat Shock Elements, HSE) B i poMOTOpHBIX 0012~
cTax reHoB, peryaupyeMbix HSF [39]. DaemeHTHI
HSE, comgepxaimue maauHAPOMHYIO HYKJIEOTUIHYIO
nocienoBaTeabHOCTE(5'-NGAANnTTCn-3"), ciyxar
s cesa3eiBadus TF. 3a JIHK -cBsi3piBarommm qome-
HOM CJIelyeT OJIUTOMEPU3allMOHHbII TOMEH, OTBeYa-
oI 32 0€I0K-0eJIKOBbIE B3aMMOACHCTBUSI U TPU-
Mmepusannio HSF npw akTuBanmm Ui MHULAALINA
TpaHckpunuuu. Ha C-koHIle HaXoaUTCsI TOMEH, He-
OOXOMVIMBIIT IJI aKTUBALIMK TpaHcKpuIun. Kmac-
cudukanus pacturenbHbix HSF (kimaccet A, B u C)
Ne 6
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OCHOBaHa Ha pa3INYMgX B 3TUX TpeX noMeHax [38], B
YacTHOCTH, B foMeHe onuromepusauu. JJHK-cBs-
3pIBAIONINIA JOMEH HanboJjiee KOHCEpBaTUBEH, TOLIA
KakK JIBa IPYTrUX IOMeHa OoJiee BapmabelbHBI [48].
®axkTopel HSF xitaccoB A u C 4gacTo comepxkar J0-
IMOJTHUTEIbHBIE aMUHOKUCJIOTHBIE OCTAaTKM (BCTaB-
KYy) B IOMEHE oIMroMepu3annu, a B C-KOHIIEBOM J0-
meHe HSF xnaccos B u C oTCcyTCTBYIOT MOTHUBHBI aK-
TUBaTOpa TpaHcKpumnuuu [41, 49].

Knacc HSFA — camprit 6ombimoit kitacc HSF, 06-
HapyXeHHBI y OOJBIIMHCTBA BHUIOB pPACTEHMIA,
BKtouast Arabidopsis, puc (Oryza sativa) 1 TOIOJIb
(Populus trichocarpa) [24, 25, 50]. Tonpko HSF xmac-
ca A CIIOCOOHBI K aKTUBALIMM TPAHCKPUIILINU, TOLIA
Kak TpenctaButeau kiaaccoB B u C He obyianaloT ak-
TUBATOPHOI (PYHKIMEM, MOCKOJBKY B HMX OTCYT-
CTBYET COOTBETCTBYIOIINIT MOTUB, COAEPKAIIINM KIC-
JIble aMMHOKUCIOTHBIE ocTtaTKu [51]. HSF knacca A
HeoOXoaUMBI IS paHHETO oTBeTa Arabidopsis Ha 13-
OBITOYHYIO OCBEIICHHOCTH [12] M TemIoBOM cTpecc
[40]. Pe3ynbTaThl reHETUYECKOTO M (PYHKIIMOHATb-
HOTro aHaJim3a II03BOJISIIOT paccMmatpuBatbh HSFAIL
KaK LIEHTpaJIbHbI PEryasTop, HEOOXOAMMBI Ha
PaHHEN CTaauu peakliyi paCTeHUI Ha TeTIJIOBOM 110K
[52—54]. UuTtepecHo, utro u HSFAla, um HSFA1b Bax-
Hbl B HaAYaJbHOW CTaauy 3KCIIPECCUU T€HOB, YyB-
CTBUTEJIBHBIX K TEIJIOBOMY cTpeccy [55]. dakTopbl
HSFA2, HSFA7 u HSFB Arabidopsis GyHKIIMOHUDY-
IOT KaK OCHOBHBIE TTOJIOKUTEIbHBIE PETYISITOPHI 3KC-
MPECCUU TeHOB, UHAYLIMPOBAHHBIX TETIJIOBBIM CTpeC-
coM [56]. @aktopsl HSFA4a u HSFAS neiicTByior
Kak ceHcopbl ADK, oGpa3yroimnxcst pu TEIUIOBOM
crtpecce [57].

B otnuuue ot HSF knacca A, ¢pakropsl kji1acca B
JIEHCTBYIOT KaK KOAaKTHUBATOPhl WM PENpeccopbl
aKcrnpeccuu reHoB [58, 59]. Cpenu pakTopoB Ki1acca
B BBIsIBIEHBI penpeccopbl TPAHCKPUIILIMM TEHOB
npyrux HSF (manpumep, HSFA2 n HSFA7) u HSP
(manpumep, HSP101 u HSP70) npu TemioBoMm
crpecce [60]. O6napyxeno, uro HSF xiacca B cno-
COOCTBYIOT TOJIEPAHTHOCTU K COJIEBOMY CTpeccy,
CTUMYNINPYST OMOCHHTE3 (HJIABOHOUIOB B PACTCHUSIX
cou [59], u MHTUOUPYIOT TpaHCKPUTILIUIO Yy Arabidop-
sis [58]. Kpome Toro, dakroper HSFB, sBisiommecs
HIKecToSIIMMU MuIeHsIMH ¢paktopoB HSFAL, B3a-
nMmoneiictBytoT ¢ HSFA1 u npyrumu TF (Hanmpumep,
HSFA7, HSFA2, MBF1C, NAC, WRKY), ¢dopmu-
pys PEeryisiTOpHYIO CeTh, OTBETCTBEHHYIO 3a 3KC-
MPECCUI0 TEHOB, YYBCTBUTEJBHBIX K TEIJIOBOMY
CTpeccy, Kak IToKa3aHo Ha npuMepe Arabidopsis 1 0B-
CSIHULIBI BBICOKOM (Festuca arundinacea) [61, 62].

®yuxkuuu u poab HSF knacca C mo cux mmop usy-
YyeHbl HemocTaTouHo. CUnuTaeTcs, YTo MpeacTaBUTE-
au ceMmeiictBa HSF kimacca C He o0J1amaoT akTUBa-
TopHoIt pynkumeii [12], onnako HSFC1b perymupy-
€T TOJICPAaHTHOCTH K COJIEBOMY CTPECCY U YYaCTBYET B
TOPMOHAJIFHOM peaKIMy prca Ha aOCIIM30BYIO KHUC-
sory [63]. HSF ximacca C pacripocTpaHeHBbl Y IIpe-
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CTaBHUTEJICH KJlacca OITHOMOJBHBIX pacTteHuii [41].
Tak, nmoBeIllIeHHas1 3kcnpeccust reHa HSFC2a nie-
HULBI MPUBOIUT K yBeJnYeHuto coaepxxanusts HSP u
JIIPYTUX CTPECCOBBIX OEJIKOB, YCUJIMBAs TEM CaMbIM
TEPMOTOJIEPAHTHOCTL pactenuii [60]. CBepxskc-
mpeccus Apyroro reHa 3toro kiacca — HSFC1b (kio-
HUPOBAaHHOIO U3 OBCSIHHULLBL), B KJIeTKax Arabidopsis
MOBHIIIAIA UX YCTOMYMBOCTD K CTPECCY 3a CUeT yBe-
JIM4YeHHOoI sKkcnpeccun reHoB HSP [61]. Kpome Toro,
oOHapyxKeHo, 4To reHbl HSFC mueHuusl [64], kany-
cthl (Brassica rapa) [65] u con (Glycine max) akTUBY-
PYIOTCSI TEIUIOBBIM cTpeccoM [54].

HSF peeyaupyrom pazauunsie cmpeccogbie omeembl

CortacHO COBpeMeHHOI MOAEIN CTPECCOBOM aKk-
TUBAIUU TpaHCKputnn, HatuBHBIe HSF coxpansg-
I0TCSI B LIUTOTIIa3Me KJIETOK B MOHOMEpPHOI (hopMe B
komriekce ¢ HSP70/HSP90 u xomaneponamu. B
YCJIOBUSIX CTpecca MOBPEXIEHHbIE O€JIKN CBSI3bIBAIOT
HSP xommiekca HSP70/HSP90, yto mpuBogut K
ocsoboxneHuio HSF. 3ateMm ocBobonusivecs HSF
00pa3yloT TpUMeEpbl, KOTOpbIE TEepEeMEIaTCs U3
LIMTOIIa3MBI B SIIPO, TJe aKTUBUPYIOT IKCIIPECCHUIO
reHoB HSP v Apyrux reHoB oTBeTa Ha cTtpecc. I1pen-
roJiaraeTcs, 4To TEeTJIOBOI cTpecc aKTUBUpPYeT ak-
topsl HSF He HemocpencTBeHHO, a uepe3 ADK. Ak-
TUBALIMsI TPAHCKPUIILIMU B KJIETKaX PacTEHUM OTIU-
JaeTcs OT aKTWBAIIMM B XXMBOTHBIX KieTkax [12]. ¥V
pacteHuit maBHbIM aelictByoimuMm TF (mactep-pe-
ryastopoM) sBisiercsi HSFA1, kotopsiii o6pasyer
HeaKTUBHBIM Komriuieke ¢ HSP70/HSP90. dakrop
HSFA1 akTuBupyeT TPaHCKPUIILIMIO HE TOJBKO Te-
HOB HSP, HO U psiia IPYTUX T€HOB, a TaKXKe MOXET
KOHTpoIrpoBaTh npyrue pakropsel HSF [12] (puc. 1).
Briepsrie pyuknnu HSFA1 GblIM ormcaHsl y pacre-
HUi1 TOMaTa U yCTaHOBJIEHO, YTO 3TOT (DaKTOp OTBE-
YyaeT 3a YyCTOMUYMBOCTb PACTEHUI K TEIIJIOBOMY CTpec-
cy (dakTop peryisiuy TepMOYCTOMYMBOCTH) [66].
AHanu3 TpaHCTeHHBIX PAacTEHUI ToMaTa MoKasal,
yro HSFAIl urpaer yHUKaJabHYIO pPOJIb B Ka4eCTBE
m1aBHoro peryigropa cuHrte3a HSFA2 nu HSFBI, a
takxe HSP [66].

Tpumepuzanus dakropoB HSF HeoOxonuma mist
y3HaBaHuss HSE-MoTUBOB B mpoMoTopax IHeJIeBbIX
reroB. ['omorpuMeps! u rereporpuMepbl HSF obHa-
pYXeHbl Yy pa3HbIX BUIOB pacTreHuii. Tak, ¢axkrop
HSFA1 Arabidopsis o6pa3yeT roMo- 1 reTepoTpumMe-
pBl B pa3aW4YHbIX KoMOuHauusx [55, 67]. HSFAI,
HSFA2 u HSFA3 yyacTBy10T B 00pa3oBaHUU reTepo-
TPUMEPOB, YTO YBEJIUYMBAET aKTHUBALUIO TpaH-
CKPMITIIUU U BEJET K NMPUOOPETEHUIO TEPMOYCTONUN-
BoctH [68]. HSF xitacca B Moryr o6pa3oBBIBaTh re-
teporpuMepbl ¢ HSF kmacca A. IlokazaHo, 4TO
pasnmuuaHble KomouHanu HSF knaccoB A u B mmo3-
BOJISIIOT YCIIEIIHO KOHTPOJMPOBATh TPAHCKPUITLIMIO
B KJIeTKax puca [69].

YyscrBUTenbHBIE K cTpeccy HSF mumynupyrorcst
dakTopom HSFAI n pssmom meHee m3ydeHHBIX TF.
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AOUOTHYECKUI 1 OMOTUYECKUI CTPECCHI
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YCTOIYMBOCTD K CTpeccaM

Puc. 1. Cxema TpaHcKpUNLOHHOM peryasinuu HSP, mimoctpupyromas aktuBauuio HSF n ux B3aumoneicTsue ¢ ApyruMu
MyTSIMU MIPOTUBONEUCTBUSI aOMOTUYECKOMY M OMOTUYECKOMY cTpeccy y pacTeHuil. Heckonbko reHoB HSF, MHIyLIMPYyeMbIX
crpeccoM (HSFA2, A3, A7, B1 u B2), koutpoaupywoTtcs ¢pakropom HSFAL, Torna kak reusl HSFA4A, A6, A8, B3, B4 C1 KoH-
TPOJIMPYIOTCSI APYTUMU MaJIOM3Y4YeHHBIMU TpaHCKpununoHHEIMU (pakTopamu (TF). Tpumepsr HSFAI cBsA3bIBalOTCSI ¢ MOTH-
Bamu HSE u aktuBupytot rensi-muiieHu. APX (ackop6arnepokcunasza), GST (mryratuoH-S-TpaHcdepasa), SOD (cynepok-

cun-aucmyrasa), POD (mepokcunasa), CAT (kaTanaza).

Ponb daktopa HSFAI B akTMBauMu TpaHCKPUIILIUU
JIOCTATOYHO XOpolIo u3ydyeHa [51], Torma Kak WH-
dopmanus o BnussHuu apyrux TF Becbma Manouuc-
JICHHA.

O6HapyxeHo, uto npyrue TF kinacca A (HSFA2 u
HSFA3) ycunuBaloT OTBETHI Ha TEIUIOBOM W APYrue
Bunbl ctpecca. HSFA2 HeoOxoguM sl TEIUIOBOM
WHAYKUIWY reHOB, KoHTpoaupyeMbix HSFA1. Ceepx-
skcripeccus reHoB HSFA2u HSFA3 ToBBIIaeT reHo -
TUMIWYECKYI0 U MPUOOPETEHHYIO TEPMOTOJIEPAHT-
HocTbh pacteHuit [70, 71]. I'eHeTUUecKuit aHaIU3 MO-
Kazan, yrto TeHsl HSFA2 n HSFA3 KOHTpOIUpyioT
OTBET Ha TEIUIOBO CTPeCC U IYyTU UX PEryJISILIUU T1e-
pekprIBatoTcs [68].

Caepxakcnpeccust ¢akropoB HSFAI, HSFA2,
HSFA3 u HSFA4 yBeanunBaeT ToaepaHTHOCTb Ara-
bidopsis He TOIbKO K TETIJIOBOMY CTPECCY, HO TaKXe U
K IpYyTUM BUJaM cTpecca (3acyxa, BhICOKasi OCBEIIeH-
HOCTb, COJIEBOM, OCMOTMUYECKMI U OKMCJIUTEIbHbINA
crpecchl) [12, 72]. HekoTopbie ¢aKTOPhI ITOBLIIIAIOT
YCTOMYMBOCTb pAaCTeHMM K HECKOJbKUM BUIAM
crpecca, HanmpuMep, HSFA2 — K BBICOKOI OCBEIlIeH -
HOCTH, TEIUIOBOMY, M OKUCIUTEIbHOMY cTpeccy [70],
a HSFA4 — x TeruioBoMy U cosieBoMy cTpeccam [73].
Oo6HapyxeHo, uyto daktopel HSFA2 m HSFA4A uH-
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IYLIUPYIOTCSI OKUCJIUTENbHBIM CTPECCOM U y4aCTBY-
10T B I€TEKIIUU TIepoKcuaa Bogopoaa [11]. Myrauuu,
VHAKTUBUPYIOIIME T€Hbl 3TUX (PAKTOPOB, CHUXKAIOT
YCTOMYUBOCTDb PACTEHUI K CTPECCUPYIOLIIMM BO3IEI-
ctBusiM [74]. TlokaszaHo, yto dakTtopsl HSF, 3a uc-
kinroueHrueM HSFAL, BBINOJHSIOT cheuuaainu3upo-
BaHHble QYHKIIMU U HE BCEra MOTYT 3aMellaTh IPyT
npyra B ctpeccoBoM orBere. HSF ydactBylor He
TOJIBKO B MHAYKIMY TpaHCKpUNUUU reHoB HSP, Ho
MOTYT KOHTPOJWPOBAaTh W TE€HBI APYTruX OEJIKOB,
Y4acTBYIOIIMX B 3allIMTe OT cTpecca [12]. Hanpumep,
dakTop HSFA3 moBbIITaeT yCTOMYMBOCTh pacTCHUMN
puca K 3acyxe 3a cueT yBeJIMYeHUs coAepKaHusl abc-
IIU30BOM KMCJIOTHI, TIOJJMAMUHOB U aHTUOKCUIAHT-
Hoi akTuBHOCTU [75]. Paznuunsie HSF MoryT ctu-
MYJIMPOBaTh CUHTE3 3aIIIUTHBIX METAOOJIUTOB, TAKUX
Kak pacurHO3a, 1J1s MOBbIILIEHUS YCTOHUYMBOCTH K 3a-
cyxe [76] vnu ¢h1aBOHOMIOB [JISI TIOBBILIEHUS YCTO -
YMBOCTHU pacTeHUIl K cojieBoMy cTpeccy [59]. Takum
ob6pazom, HSF pacteHuii ycuiamMBaloT TpaHCKPUII-
1110 IIIMPOKOTO CIEKTPa FeHOB, KOAUPYIOLIUX UHIY-
LIUpyeMble CTpeccoM OeJIKi, KOTOpbIE BKJIIOYAIOT
HSP u npyrue maneponsni, TF, tymmrtenu A®DK,
¢depMEeHTHI, YYaCTBYIOIINE B 3alIUTHLIX METa00JINUe-
CKUX peaKlLUsIX U 0MocuHTe3e ocMoauToB [38, 41, 71,
77, 78].
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HSF u okucaumensuutii cmpecc

MexanusMm pacrio3HaBaHust ADK oenkamu HSF
u3y4yeH HemocTatouyHo. [Ipennomnaratot, ytro HSF pe-
arvpyoT Ha NepoKCu BOJOPOJa, MOCKOIbKY IMepOK-
CHUJI BOIOpPOJIa MOXET CTaOMIM3UPOBaTh TPUMEPHI
HSF ¢ noMo1ibio o0paTUMOTO OKHUCIEHUSI OCTaTKOB
Cys u o6pazoBaHust cszeit Cys—Cys [42]. O6Hapy-
JKEHO, YTO aKTUBHOCTB ABYX (pakTopoB — HSFA4A n
HSFAS8 — 3aBUCUT OT pe10KC-COCTOSIHUST LIMTOTIIa3-
MbI KJIeTOK [73, 74, 79]. DTu pe3ysibTaTbl MO3BOJUIU
npenmmonokuthb, 9To HSFA4A m HSFAS8 MmoryT pyHK-
LIMOHUPOBATh KaK LIUTOIJIa3MaTUIECKUE CEHCOPHI T1e-
pOKcHa BOIOPO/Ia B CTPECCOBBIX ycJIoBUsIX [12, 57].

HSF pazanuHbIX BUOOB pacTeHWIT MOTYT MHOYIIM -
poBaTh 3KCIPECCUI0 HEKOTOPbIX T€HOB aHTUOKCH-
JMaHTHBIX (pepMEHTOB, TaKUX KaK CYNEepOKCUA-IMUC-
MyTas3a, ackopbaTnepokcuaas3a, Karajiasa, Win yBe-
JIMYMBaTh coaepxKaHue miyratuoHa [12, 74, 80, 81].
HSFA4A ycunusaert peryisuuio apyrux TF, cBsa3aH-
HBIX C 3alIATON OT OKUCIIMTENBbHOTO cTpecca [74].
ITokazano, yto HSFA2 peryaupyeTt 3KCIIpecCUIo ac-
KopOatnepokcunasel 1 (APX1). CBepxakcrpeccus
HSFA2 mipyBOoanT K YBENWYEHHIO TPAHCKPHUITIINHA
APXI, B TO BpeMsl KaK y MyTaHTa C IOBPEXIEHHbBIM
redHoM HSFA2 cHuxeH cuHTe3 3Toro hepmeHTa [15].
ITonyyeHHbIE JaHHbBIE COIVIACYIOTCSI C TEM, YTO B JIU-
HusX Arabidopsis co cBepxakcipeccueit APX1 moBbi-
IIeHa YCTOMYMBOCTb K TETJIOBOMY U OKUCJIUTEIbHO-
My ctpeccy [15]. Takum obpaszom, ADK uHayLUpYyIOT
aKcHnpeccuio reHoB HSF 11 MOBBIIAIOT yCTOMYMBOCTh
pacTeHUil K TerloBoMYy cTpeccy. JleTokcukanus
A®K yMeHbIIIaeT Myl IIepOKCHUIAa BOIOPOIa 1, ClIe-
JIOBaTeJIbHO, 3aITyCKaeTcss MeXaHU3M OOpaTHOM CBsI-
3u, peryaupylomuii skcrpeccuio HSF [15]. Tlepe-
KpPECTHbIE B3aMMONEHCTBUSI MEXIY OKUCIUTENbHO-
BOCCTAHOBMTEJIbHBIM KOHTpoOJieM U peryisuueir HSF
MOTYT OTBeuaTh 3a yCWJIeHNE MepeKPecTHOM aKKIMMa-
TU3AIH B PA3IMYHBIX CTPECCOBBIX YCITOBUSX [ 15, 82].

Peeynayus axmusnocmu HSF

JormomHuTtelbHasT peryasiuust aktuBHoctTu HSF
OCYIIECTBJISIETCS B OCHOBHOM Ha YPOBHE TPAHCKPUII-
MU (aJIbTEPHATUBHBINA CIJIAMCUHT) U C TTOMOIIbIO
MOCTTPAHC/ISIMMOHHBIX Momudukauuii (pochopu-
JUpOBaHWE W CyMouMJMpoBaHue). Tak, Hampumep,
nBe nzocdopmbl HSFA2 B pacteHusix Tomara 06paso-
BaJIMCh TyTEM aJibTepHATUBHOTO cruialicuHra. OaHa
n3 Hux, HSFA2-I1, koHTponupyeT paHHWI OTBET Ha
cTpecc, B To BpeMmst Kak apyrasi, HSFA2-1, perynupy-
eT aKKJIMMaTu3aluio U TepMOToJiepaHTHOCTb [83].
IMocrrpancasumonnsie Mogndukannuu HSF smusior
Ha aKTUBHOCTbh, TPAHCIIOPT, JOKaIU3alluio U OOMeH
6enkoB. PaznuuHble MUTOreH-aKTUBUpPYEMbIE MPO-
teuHkuHa3bl (MAP) omnocpenyot curHansl AOK u
dochopunupyor MHorue pactuteiabHbie TF [84].
Tak nokazaHo, uyto QochopummpoBanue HSFA2
Arabidopsis ¢ momonpio knHaszsl MPK6 cioco6¢TBO-

MOJIEKVIJIAPHAS BUOJIOTUA

TOM 57 Ne 6

2023

955

BaJjio riepeHocy TF B sapo 1 akTMBaLIMKM TPAHCKPUIT-
1IM1 BO BpeMsI TEIJIOBOIo cTpecca [85].

IlokazaHo, 4TO0 cymMOMIMpOBaHUE OEIKOB (KOHB-
1oTalysi C MajibIM YOMKBUTUHIIOIOOHBIM MOIU(PUKATO-
pom SUMO) BausieT Ha aKTUBHOCTh, CTAOMJILHOCTh U
JIOKIM3AlUI0 MHOTUX O€KOB B 3yKapUOTUUYECKHX
knetkax. B knerkax Arabidopsis, nogBEprHYThIX TETI-
JIOBOMY CTPECCY, BbISIBIEHO HECKOJIbKO CyMOUIUPO-
BanHbIx HSF, skmouas HSFA2, HSFB2B 1 HSFC1
[86]. YcTaHOBIIEHO, YTO CYMOMJIMpPOBaHUE dakTopa
HSFA2 Arabidopsis cH1xXajo ero CritoCOOHOCTb aKTH-
BUPOBaTh TpaHCKpUNIHio reHoB HSP. Takum obpa-
30M, HekoTophbie pactutesibHble HSF Mmogudunmpy-
10TCs TIyTeM (hochOopUIMpOBaHUS WU CYMOUTUPO-
BaHUS, UTO CHUXKAET WJIM TTOBBIIIIAET UX aKTUBHOCTb.
HeoOxonuMbl nanbHelIMe WccienoBaHUSI, YTOOBI
BBISIBUTB BeCh cIieKTp Moaudukaumnii HSF 1 oxapak-
TepU30BaTh UX BIUSIHUE HA aKTUBHOCTb 3TUX OEJTKOB.

HSF saBastiorcst uieHaMu CJIOKHON MHOTOYPOB-
HEBOI peryJIsiTOPHOI CUCTEMBbI, KOTOpasi KOOPJIAMHU-
pyeT MOJICKYJISIPHBIN OTBET HAa U3MEHEHUST OKPYXKalo-
meit cpennl. [lo-BuauMoMy, TosiBlieHUE OOJIbIIIOTO
yucaa reHoB HSFu MHorooopasue nx ¢pyHKIINM 00y-
CJIOBJIEHO 3BOJIIOLIMOHHOU ajanTaleil pacTeHuil K
HaszeMHOI1 xxu3Hu [12, 48]. B xonme sBoxoLMy mpo-
u301Ia CylIeCTBeHHas AuBepcudukaius cemeii-
cTtBa reHOB HSF, Heobxonumasi Ijisl MpUoOpeTeHUS
pacTeHUsIMU YCTOMYMBOCTM K MHOTOUYMCIIEHHBIM
cTpeccam; B pambHelinreM 3t HSF mATerpmposa-
JIUCh B pa3HOOOpa3HbIe peryasiTopHble myTH [41].

Dnueenemuueckas pecyaauus

B nocnenHee Bpems yaensieTcsi 60JbllIoe BHUMA-
HUE UCCTIEIOBAHUSIM CUCTEMbI SITUTCHETUUECKO pery-
JISILMU OTBETA Ha TETJIOBOI CTpecc, KOTopasi BKJloUaeT
metupoBanue JJHK, Monudukamo rucToHoB, pe-
MOJAEJIMPOBAHUE XPOMATHHA U SITUTEHETUYECKYIO Ta-
MATh [60]. MetunupoBanue JIHK ygacTByet B pery-
JISILIMU T€HOB, CBSI3aHHBIX C peakilveil pacTeHUM Ha
TEII0BO MoK [87]. AeTMiIMpoBaHUE U METUIIMPO-
BaHME TMCTOHOB OMOCPEIYET PeaKlMIo PACTEHU Ha
TeTJIOBO 110K C TIOMOIIbIO MHTMOUPOBAHUSI UJIU aK-
TUBAIMM TpaHcKpunuuu reHoB [88]. ATP-3zaBucu-
MbI€ KOMILUIEKCHI peMOACIMPOBAHUS XpOMaTUHA TaK-
JK€ yJacTBYIOT B peaklMu pacTeHUii Ha TeIJIOBOM
moK [87].

YcraHOBIEHO, 4YTO pacTeHUs “3allOMUHAIOT”
CTPECCOBBIC BO3IEHCTBUS, UTO MOXKET YIYYIIUTh MX
COCTOSIHME TIpU MOBTOpsioleMcsl cTpecce. OmHAKO
MOJIEKYJISIPHAsI OCHOBA 3TOTO SIBJICHUS M3ydeHa He-
JocraTouHo. HegaBHO mosrydeHHBIE pe3yJibTaThl yKa-
3bIBAlOT Ha ydyacThe MoIudUKalMi XpoMaTWHa B
MOAAEPKAHUU TIPUOOPETEHHOM TEPMOTOJICPAHTHO-
ctu (mamsTu o TeraoBoM crpecce) [89]. ITamsarts o
TETJOBOM CTpecCe CBsI3aHA C HAKOIUIEHUEM IU- U
TPUMETUJIMPOBAHUS JU3MHA B YETBEPTOM IOJIOXKE-
Huu ructoHa H3 (H3K4). [TokazaHo, 4TO IMOBBIIIIEH-
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IOPUHA

Taomuna 1. Yucno reHoB HSP u HSF B reHOMe HEKOTOPBIX BUIOB BbICIIIMX PACTEHUI

Bua (mionaHOCTB) HSF sHSP HSP60 HSP70 HSP90 HSPI100 Ccpuika
Arabidopsis thaliana (2n) 21 19 18 18 7 7 [24]
Lactuca sativa (2n) 32 32 22 64 7 7 [94]
Oryza sativa (2n) 25 29 20 27 8 9 [25]
Populus trichocarpa (2n) 28 37 28 20 10 5 [50]
Setaria italic (21) - 37 20 27 9 20 [93]
Triticum aestivum (6n) 82 169 95 114 18 84 [95, 96]

aoe metnnupoBanne H3K4 cBs13aHo ¢ TUIiepmHIYK-
LMel BKCIpecCUr reHa-MUILIeHU IPU MOBTOPHOM
cTpecce. OTa TPAaHCKPUILIMOHHAS TMaMSITh U YCTOM-
4yrBOe HakoruieHne metuanpoBanusg H3K4 3aBucar
ot TF HSFA2, KoTophblii HEOOXOIMM MJIs1 3aTIOMUHA-
HUSI TEIJIOBOTO cTpecca y Arabidopsis. DrimreHeTude-
cKasl ITaMsITh yIydlllaeT aJanTallio pacTeHUM K pas3-
JIMYHBIM CTpeccoBbIM ycaoBUsIM [90]. O6HapykeHO,
yro dakTop HSFAI Bamser Ha KOHTPOJUPYEMYIO
HSFA2 namsats o ctpecce [91]. DTu pe3ynbTaThl mo-
Ka3bIBaloT, yTo BMecTe ¢ (paktopom HSFAIL, HSFA2
SIBJISIETCSI BaXKHBIM PETYJIITOPOM ITaMSITH O TEIIJIOBOM
ctpecce [92].

[MOJIHOTEHOMHAA MAEHTU®UKALINA
CEMEUNCTB HSP U HSF

K Hacrostmemy BpeMeHU BCeCTOpOHHEE U3yUeHHE
cemeiicTB reHoB HSP u HSF B CTpeCCOBBIX YCIOBUSIX,
a TaK:Ke IIpY Pa3BUTHUU U POCTE PaCTCHUI, IIPOBEIS-
HO C IIOMOIIIbIO NOAPOOHOI0 6MMOMH(MOPMATUIECKOTO
aHajau3a. AHAJIU3 MMOJIHOCThIO CEKBEHUPOBAHHbIX I'e-
HOMOB psiia paCTeHUII ITO3BOJIMI OOHAPYXUTh BCE
npenmnonaraemble reHbl HSP u HSF, ux nyoaupoBa-
HUE U pa3zHOOOpasue, U3yUYUThb CTPYKTYpPy T€HOB —
BBISIBUTh KOHCEPBATUBHBIC CAiiThI, CIIELIU(UIECCKIE
MOTUBBI, MHTPOHBI, 3K30HBI, CAlTHI CBSI3BIBAHUS C
pasIUYHBIMU JIMTAaHIAMHU, a TaKXKe TIPOBECTH (purjtore-
HETUYECKMIA aHaJIM3 U OIIPEACINTD pacpeacicHUE Ie-
HOB HSPwu HSFHa xpomocoMmax [24, 25, 50, 93, 94].

XoTs1 OONBIIMHCTBO (PyHIaMEHTAJIbHBIX UCCIIEI0-
Banuii HSP u HSF BuimoiHeHO Ha MOAEIBbHOM pac-
teHNn A. thaliana [24], Bce 0oabpiTe MHGOPMAIIUHA
HakarummBaetcsd o HSP u TF HSF y npyrux Bugon
pacteHuii. K HacTosieMy BpeMeHU OXapaKTepu30-
BaHBI IpeacTaBUTENN Bcex cemeiictB HSP y takmx
BUIOB, KakK A. thaliana [24], Tonons (P. trichocarpa)
[50], metunHuK (Sefaria italica) [93], canat jJaTyk
(Lactuca sativa) [94], muenuua (Triticum aestivum)
[95, 96] u puc (O. sativa) [25] (tabu. 1).

Kak caenyert u3 tabi. 1, reHOM cajaTa jaTykKa co-
nepxut 32 reHa HSF, 9To OoJibllle, YeM B TUILIOWI -
HbIX TEHOMaX APYTMX U3yUYEeHHBIX pacTeHUu: 21 y Ara-
bidopsis, 28 y Tononst u 25 y puca. MoJekyasipHast
macca HSF Bapsupyet ot 13 mo 54 xJla, mpu 3ToM co-
XpaHseTCsd KOHCePBATUBHOCTh CTPYKTYPHI 3TUX PeTy-
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nsaTopHbix 6enkoB (HSF), o yeM cBUIeTeIbCTBYET,
HalpuMep, COXpaHeHUe B reHax ceMeiicTBa HSF na-
TyKa OT IBYX OO IISITU 3K30HOB [94]. OOGHapyXeHO,
YTO HEKOTOpPHIe reHbl HSF 1aTyka He UMEIOT OPTOJI0-
roB B reHoMe Arabidopsis, Tonojs 1 puca. B reHome
JIaTyKa BBISIBJICHBI TeHBI Bcex Tpex KiaccoB HSF:
A (13), B (12) u C (7), npu 3TOM 4Y1CJIO 'eHOB KJIac-
coB B u C B reHOMe JjiaTyka OOJIbIIIE, YEM B T€HOME
Arabidopsis.

UccnenoBaHue cyOKJIeTOUHO JOKaIn3alum Oei-
koB sHSP moka3zaio, 4To OHU HaXomsITCSl B LIMTO-
Iia3Me, SHAO0IIa3MaTUYeCKOM PETUKYIyMe, IIEPOK-
cucoMmax, XJIOpoIlacTax U MUTOXOHApuUsxX. [Tokaza-
HO, YTO 4HUCjI0 reHoB sHSP BapeupyetT ot 22 1o 37 y
pacTeHUIl C OIMHAKOBBIM YPOBHEM ILIOMIHOCTH.
BosiblIMHCTBO TeHOB sHsp He CONEepPKUT UHTPOHOB,
OTHAaKO B HEKOTOPbIX T'€HAxX HaiJAeHO IBa WJIU TpU
uHTpoHa [94]. Ony6aMKOBaHO OOJILIIOE YMCIIO MOJI-
HOT€HOMHBIX UACHTU(UKALIWIMI, BBITTOTHEHHBIX JIJISI OT-
nenbHbIX cemeiictB HSP: HSP70 cou (Glycine max L.)
[50], HSP20 orypua (Cucumis sativus L.) [97]. Bto
no3Bomiio Hu u coaBT. [98] mocTpouth husioreHe-
TUYECKOE IepeBO WieHOB ceMelictBa HSP20 THIKBHI,
II0Ka3aB Ha €ro mpuMepe, 4To B TeHOME UIeHTUdU-
UPOBaHO B 001mIei cioxxHocTy 33 reHa HSP20, pac-
MpeleJeHHBIX 110 13 XxpoMocoMaM. YCTaHOBJIEHO, UTO
TEIUIOBOI1 cTpecc nuddepeHIUPOBAHO UHAYLIUPYET
aKkcripeccuio reHoB HSP20. Tak, ypoBeHb TpaH-
CKpPUIITOB 11ecT reHOB H.SP2(0 CHYXEeH MpU Terjio-
BOM CTpecce, B TO BpeMsI KaK YPOBHU TPAaHCKPUIITOB
12 reHoB TIpM 3TOM NoOBBIIIeHEI. CienyeT mogyepK-
HYTb, 4YTO TeHbl SHSP ¢ HaunbdOJbIIMMU U3MEHEHUSI-
MU 3KCIIPECCUM B OTBET Ha TEIIOBOI CTpecC IIpel-
CTaBJISTIOT OOJIBIION ITpaKTUIeCKUii mHTepec [95, 98].

OO6HapyXeHO, 4TO YUCJIO TeHOB cemeiictBa HSP70
y JlaTyKa YBeJIW4uIoch 6ojiee yeM B 3 pasa Mo cpaBHe-
HUto ¢ Arabidopsis n ToroaeM u 6oJiee YeM B 2 pasa 1o
cpaBHeHMIO ¢ pucoM. [TomydeHsl ToKa3aTeabCTBa TOro,
YyTO yBeJMYeHue Koauuectsa HSP70 natyka siBisieTcst
pe3yJbTaTOM TaHAEMHOU ayruimkauuu. [lpennonara-
IOT, YTO 3HAYMTEJIbHBII POCT YHCJIa TEHOB CEMENCTBA
HSP70 cBsizdaH C TIOBBILIEHHOM YCTOMYMBOCTBIO K
cTpeccaM oKpyxXarotieit cpensl. TakuM oOpa3oMm, Te-
Hbl HSP70 natyka noiBeprivch CyllieCTBEHHBIM Te-
pecTpoiikaM, KOTopble MPUBEJIU K MOSIBJIEHUIO HO-
BBIX TIpeActaButeneit cemeiictrea HSP70, t.e. Tan-
Ne 6
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JIeMHasl OyTIUINKaIs TEHOB UTPaeT OCHOBHYIO POJIb B
yBeJIMueHUU pa3HooOpas3us cemeiictBa HSP70. TaH-
JIeMHast AyrinkKanus reHoB HSP7(0 ooHapyXeHa TaK-
Xe y XKMBOTHBIX [99], MmxoB [100] 1 y BBICIIMX pacTe-
Huii [101, 102]. HanmpuMep, TaHAeMHasI TyTIMKAIIAS
croco0CTBOBAJa yBeJIMYEHWIO Yrcia TeHoB HSP70 B
reHoMe Kaprodeis (Solanum tuberosum) [101] n mxa
(Physcomitrella patens) [100]. BaxkHo OTMETUTb, YTO
pa3IUYHbIC OPTaHU3MBbI, Y KOTOPBIX YBEJINUYEHO YHUC-
J10 TeHOB cemelictBa HSP70, 061amafoT TaksKe ITOBBI-
IIIEHHBIM pa3HOOOpa3ueM peaklinii Ha ctpecc [94].
DTO coracyercsa C TUIIOTE30M O TOM, YTO TI'EHBI
HSP70 — 3T0 TeHETUYECKUE 3JIEMEHThI, XKU3HEHHO
BaXKHBIE JJIsT OTBETAa Ha abuoTtuyeckuii crpecc. Ode-
BuaHo, yto HSP70 MoxHO paccMaTpuBaTh Kak MoJie-
KYJISIDHBIE PETYJISITOPbl CTPECCOBBIX pPEaKIIMid, II0-
CKOJIbKY OHU MOIJIEP>KMBAIOT ToMeocTas 6eiakoB [103].

HMHTEepecHO OTMETUTh Takke 3HaueHUe OCIKOB
cemeiictea HSP70 nist porocunresa. [lokazaHo, 4yto
cBepxakcrpeccus reHoB HSP70 obecrieunBaeT do-
TO3alUTY U BOocCcTaHOBJIeHUE (hoTocucTeMbl 11 mpu
(b oTOMHTUOMPOBAHNH, B TO BpeMSI KaK CHIDKEHUE CO-
nepxaansg HSP70 moBeIIaeT 9yBCTBUTEIBHOCTD (DO-
TOCUHTE3Upymolleil 3eneHoil Bogopocau Ch. rein-
hardtii K uHTeHcUBHOMY cBeTy [104].

B reHome pacreHuii cemeiictBo reHoB HSP90 u
HSPI100 tipencTaBiieHO MEHBIIUM YUCJIOM KOMUIA,
yeM sHSP v HSP70. Yuciio TeHOB BBICOKOMOJIEKY-
JISIpHBIX 0OeJIKoB TeruioBoro crtpecca HSP90 wu
HSP100 matyka He yBeaIM4eHO I10 CpaBHEHMIO ¢ Ara-
bidopsis, pucom u TtornojieM (Tada. 1). O6HapyXeHO,
yto 62% HSP100 nokanm3oBaHO B XJIOpOIUIACTAaX,
26% B unToriasme u 12% B mutoxonapusix. [lokasa-
Ha OoJiee paszHooOpasHas Jokainuzauuss HSP90 B
CyOKJIETOUHBIX KOMIAapTMeHTax, Bkirodass DIIP, s-
po, UTOILIa3My 1 xjoporjacTel [94]. OGHapyXeHo,
YTO TPAHCKPUITLMSI HanboJjiee M3y4yeHHBIX MpencTa-
BuTeneit cemeiicts HSP90 v HSP100 natyka He U3-
MeHsJIach TIpu aeiictBun Y® u CBEeTOBOTO CTpecca
[94]. AHanornyHble JaHHBIE TTOJIYYEHBbI U OJs1 Arabi-
dopsis [24].

Kak cnengyer u3 Tabm. 1, reHom mineHuus! 1. aes-
tivum L. cogep>XXUT HaMHOTO OoJiblie TeHOB HSP n
HSF: cymmapHO B HEM MaeHTUGULIMPOBaHO 753 re-
HoB HSP, Bkmouas 169 sHSP, 273 HSP40, 95 HSP60,
114 HSP70, 18 HSP90 u 84 HSP100. bonee BhICOKOE
comepxanue HSP y NIIeHUIIbI IO CpPaBHEHUIO C ApY-
TMMU BUIAMU PACTEHUI, II0-BUAUMOMY, OOYCIIOBJIC-
HO BBICOKMM YPOBHEM IUIOMTHOCTU (1 = 6) TeHOMa
mureHunsl [95]. B reHoMe minmeHUIIbI MASHTUMUIIA-
pOBaHBI M OXapaKTepU30BaHbI BCE IIECTh CEMEMCTB
HSP, aTakke TaHIEeMHO OyOJIUPOBAaHHBIC Te€HBI U TI0-
TeHUMAJIbHEIE ITICeBAOreHEl. M3ydeHue mpoduicii
skcrnpeccuu reHoB HSP BersiBrio poib HSP Ha pas-
JIMYHBIX CTAAUSIX PA3BUTHUSI U B CTPECCOBBIX YCIOBU-
ax. Tak ob6HapyxeHo, yto HSP40wn HSP60 mieHULIbI
CUJIbHEE WHAYLIMPOBAIUCH B OTBET HA OMOTUYECKUNA
CTpecc, B TO BpeMsl KakK IPEeACTaBUTENIN IPYTUX Ce-
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MelictB HSP cuiibHee oTBedaj i Ha aOMOTUYECKUIA
ctpecc [95].

dunoreneTndyeckuii aHanu3 reHoB HSF u HSP
pa3HBIX BUOOB pacTeHUIT ITOKa3al UX TECHYIO CBSI3b C
opToJioraMu MojeabHOro pacteHus Arabidopsis. UH-
TEPECHO OTMETUTh, YTO OOJILIIOE YMCJIO HOBBIX TEHOB
obOHapy:keHOo TakxKke B ceMmeiictBax HSF, sHSP n
HSP70, obpa3oBaBIINXCS B pe3yjbTaTe TaHICMHOMN
nyrmkauuu. Ilokaszano, uyro reHbl HSF, sHSP,
HSP60wu HSP70 nposiBISIIOT BLICOKYIO YYBCTBUTEJIb-
HOCTb K Y@ U CBEeTy BBICOKOM MHTEHCHUBHOCTHU. Ta-
KUM o00Opa3oM, oOuYeBHAHA pOJIb CJIOXHOI CeTu
HSP/HSF B 3amuTe pacTeHUii OT OKUCIUTEIBHOTO
crpecca. [peacraBurenu cemeiicte reHoB HSP/HSF
SIBJISIIOTCS. OOHUMM M3 OCHOBHBIX I'€HOB, YYaCTBYIO-
IUX B GOPMUPOBAHUU YCTOMYMBOCTU paCTEHUI K
TEIJIOBOMY U JIPYTMM BUOAM CTpecca.

3AKJIIOYEHHME

PacTenus BeipaboTanu pas3indyHbIe CTpaTeTny Ha
MOP(dOJIOTMYECKOM, aHATOMWYECKOM, (PU3MOJIOTHYEC-
CKOM, (hEHOJIOTMYECKOM M MOJIEKYJISIPHOM YPOBHSIX
JIJIs1 TIPEOAOJICHUSI CTPEeCCOBhIX cuTyaruii. Ha Moseky-
JIIPHOM YPOBHE PAaCTeHMSsI pearupyloT Ha OKHUCIUTEb-
HBI CTpecC C MOMOIIBIO PEryysiliud TPAHCKPUITLIUU
cTpeccoBbIX OenkoB, BKiodas HSP. HSP npemorepa-
IIAIOT arperaiuyio 6ejaKka U BOCCTaHABIMBAIOT (PYHK-
LIMOHAJIBHYIO CTPYKTYPY ITOBPEXIEHHBIX OEIKOB U
KJIETOYHBIIA TOMEOCTa3 B CTPECCOBBIX CUTYallMsX.
Conepxanue oonbmnHcTBa HSP moBwIlaeTcs mmpu
Pa3JIMYHBIX OMOTUYECKUX U aOMOTUUYECKUX CTpeccax,
B TO BpeMs KaK coAepKaH1e HEKOTOPHIX U3 HUX CHU-
xaercs [94]. bonee Toro, HSP B kauecTBe 1mamnepo-
HOB TaKXe UIPaloT poJib B CTAOMJILHOCTU MeMOpaH
[105], ncnionbaytor APK B KauecTBe CUTHAJTLHOM MOJIe-
KyJIbl M cHIKaloT cogepxkanue ADK, nmosblias akThB-
HOCTb aHTHOKCUAAHTHBIX (pepmenToB [ 15, 106, 107].

Bce HSP xonmpytorcs ssnpoM 1 HOCTyHaIoT He TOMTb-
KO B LIMTOILIa3My, HO U B OpraHe/UIbl KileToK. Hapyiie-
HUSI (POTOCMHTETUYECKOTO U JbIXaTeJIbHOTO MeTabo-
JIN3Ma TIPU TETLIOBOM CTPECCE BBI3LIBAIOT YBEIMUECHUE
A®K 1 uaMeHeHUsI OKUCIUTETbHO-BOCCTAHOBUTENb-
HOTro cTaTyca B XJIOPOILJIacTaX U MUTOXOHAPUSIX, UTO
aktuBupyer HSP-3aBucHMbIE TTyTH, CUCTEMBI ITOIIO-
mweHust ADK 1 perporpaaHyo repenady CUrHajios [ 14,
108, 109]. HaubGonee xopollo oxapaKTepu30BaHbI
HSP xjoporiactoB, CBsI3aHHbIE C TpaHCIIOKALIUEN
0OesKoB B opraHesuibl, Takue kak HSP93 (Takxke 060-
gHauyaemblii ClpC), HSP70 u HSP90 [108]. Ouu
Y4acTBYIOT B Pa3BepThIBAHUU U CBOpAYMBAHUU OeJI-
KOB-MIPEAIIECTBEHHUKOB U JEMUCTBYIOT COBMECTHO C
YOUKBUTUH-TIPOTEACOMHOI CUCTEMOI MPU KOHTPO-
JIe KayecTBa 6enka. MIMIopT 6e1KOB B XJIOPOTIACThI
Tak>Ke TECHO CBSI3aH C peTpOrpaaHoi nepegadeit Cur-
HajoB [14]. Iloka3zaHo, yto aABa Oenka Hsc70-1 u
cpHsc70-2 cTrabunbHO acCOLMMPOBAHBI C TPAHCIIO-
KOHOM 000109KM xsioporuiacta [108].
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®akTopsl HSF nepBoHayaibHO ObLIM OIpeAesie-
HBbI KaK peryiasiTopbl TpaHCKpUILuu reHoB HSP. On-
HAKO B ITOC/IeAHEE BpeMs ITOJIy4eHEI 0Ka3aTe/IbCTBA,
paccMmaTtpuBampomue HSF B kauecTBe OCHOBHBIX KOM-
IMMOHEHTOB 1ieTieli epenayy CUrHajaa Npyu pas3andHbIX
abMOTHMYECKNX CTPeccax, OTJIMYHBIX OT TEIJIOBOIO
cTpecca, IO3TOMY MOXKHO ITPeanonoXuTh, uto HSF nr-
paloT KPUTUYECKM BaXKHYIO POJIb B KOOPAWHAIIMM U
aganTalury K MHOXECTBEHHBIM aOMOTUYECKUM CTPEC-
caMm [41, 51]. HSF pacteHnuii BXOISIT B COCTaB CJIOX-
HBIX, MHOTOYPOBHEBBIX PETYJISITOPHBIX CUCTEM, KO-
TOpbIe KOOPAUHUPYIOT KJIETOYHBLIC MOJICKYJISIpDHBIC
peakuny Ha U3MEHSIOIINECS YCIOBUS OKPYXKaAIOIIECH
cpenbl, BKJIIoyasi cTpeccoBbie Bo3aeiicTBus. [Ipenmno-
JIaraloT, YTO yBeJIMYeHMe uurcia reHoB HSF u ux 3a-
MeTHasg (pyHKOMOHAIbHAasg TUBepCcUdUKALIAS OBIITN
MOCJACACTBUSMU afanTallMy pacTeHUil K OOUMTaHUIO
Ha cyllle B XoJie 3BoJioluu [48].

ADK gBIgOTCSI OCHOBHBIMU  yY4aCTHUKAMMU
CTPECCOBBIX peakiiMii, KOTOPhIE TECHO B3aMMOIEii-
ctBy1oT ¢ HSF-3aBucumoii perynsueii. Ilepekpecr-
HbIE€ B3aMMOACUCTBUS MEXKIY MYTSIMU Iepeaadul CUT-
HajoB HSF u A®K npoucxogdr Ha HECKOJIbKUX
YPOBHSIX. DKCIIpeccHusi OoJIbIIMHCTBA TeHoB HSF,
WHIYLIPOBAHHBIX CTPECCOM, TaKXKE PEryJIrupyeTcs
ADK, a nexkoropeie HSF, takue xak HSFA2 u
HSFA4A, moryt dochopunuponarbcsi MAP-kuHa-
3amu, ctumyaupoBaHHbiMu ADK. Tlepokcun Boao-
poma MOXeT OKUCJISITh OCTaTKM IACTeMHA B OelKax
HSF, cTtabuimnsupyoimx roMo- Wik reTepoTpume-
pet HSE. ®@akroper HSF (HSFA4A nin HSFAS) mo-
TyT onocpenoBaTth pacrnosHaBaHne ADK u akTuBu-
poBaTh TpaHcKpunuio [12, 48].

HSF vHayuupyoT TpaHCKPUMIIMIO psiia Te€HOB-
MMUILIEHEN, TAKUX KaK TeHbl aHTMOKCUJIAHTHBIX (hep-
MeHTOB U pyrux TF, yyacTByIOIMX B OKUCIUTETHLHO-
BOCCTAHOBUTEJIBHOM KOHTpPOJIE, YTO MOXET YMEHb-
math HakorieHne ADK. Takum o6pa3oM, akTHBa-
s gerokcupukauun ADK cHuMXaeT comepkaHue
A®DK 1 oKUCIUTEIbHBIE TOBPEXKACHUS KIETKU, YTO
ocnab6ster curHabl ADK v mpUBOAUT K perysiumn
10 MeXaHu3My o0paTHO¥ cBsI3M [15].

TangemHasi nyruiMkKalysi T€HOB, ITO-BUAUMOMY,
UrpacT OCHOBHYIO POJIb B YBEJIMYEHUU pa3HOOOpa3us
ceMeiicTBa reHOB HSP7(0, MOBBIIIAIONIETO YCTOMIM-
BOCTb PAaCT€HU, U COMIACYETCS C TUIIOTE30M O TOM,
yto HSP70 gaBnsgeTcss omHUM U3 OCHOBHBIX KOMIIO-
HEHTOB YCTOMYMBOCTU pacTeHuil K crpeccy. [Ipen-
oJiaraloT, 4To pa3zHooOpas3ue reHoB HSFy pacTeHmit
MOIJIO BOBHUKHYTh B Pe3yJIbTaTe COOBITUIT AyIIJINKa-
UM BCEro TeHoMa, KOTOphIe MMEIM MECTO B XOIe
sBomonnu. Hampumep, cauraeTcs, 4TO Mpolecc aji-
JIOTIOJIMIIIONAU3alKM  (TMOIUIUIONAN3AUsI 32 CUeT
COEMMHEHMS LEeJIbIX HEPOACTBEHHBIX T€HOMOB) BHO-
CUT 3HAUMTEbHBIN BKJIAJ B paclIUPEHUE CEMENCTB
reHoB HSF, 4TO UCKITIOUUTEIIFHO BaXKHO IJIsI aganTa-
1 ¥ BBDKMBAEMOCTH B PA3JIMYHBIX YCIOBUSIX OKPY-
aromreit cpensl [110].

MOIJIEKVJIAPHAA BUOJIOTUA

YpesmepHasT 3Kcripeccus TeHoB ceMmericTtBa sHSP
u HSP70B cTpecCOBBIX yCIOBUSIX, IPUBOASIIAS K U3-
ObITOUHOMY cofepaHuio HSP, MoxXeT ciayXuth MH-
JIMKATOPOM OKMCJIMTEIBHOIO CTPECCa U peaKIuu Op-
raHU3MOB Ha CTPECC U UCITOJb30BAThCSI B CEIIBCKOM
XO3SIACTBE, a TaKKe IJISI OLEHKM BO3ICKMCTBUS Ha
OKPYXaIOIIyIO Cpemy.

C110cO0OHOCTh OCHIA0NATh TOBpeXmaommue 3¢-
(eKThl U COXpaHSTh KJIETOUYHBIA rOMeOocTa3 pacre-
HUIi, TTOABEPrarolIUXCcs Pa3IMIYHBIM HeOJIarompusIT-
HBIM BO3JIeicTBUAM, neimaeT Hekotopele HSP m HSF
OCOOEHHO TIpUBJICKATEAbHBIMU IS TOBBILICHUS
YCTOMYMBOCTU K MHOKE€CTBEHHBIM WJIN JaXKe KOMOM-
HHUPOBaHHBIM cTpeccaM [111]. Mcmombs3oBaHMe MeTO-
JIOB FTeHETUYECKOM MHXXEHEPUU 1 TEHOMHOIO penak-
TUPOBAHUS MO3BOJIWIO UCIToNb3oBaTh HSF s 1mo-
BBILIEHUSI YCTOMYMBOCTU PAaCTEHUIX K CTPECCOBBIM
ycioBusSIM. Tak, yCTOMIMBOCTh K KOMOMHALIUSIM pa3-
JIMYHBIX BUJIOB CTpecca MOJIydeHa IIPU CBEPXIKC-
npeccuu reHoB HSFA2 [70] nnu HSFA4A [73]. O06-
cyxkmatoTcsl Tipenactasutenu cemeirictea HSF, mep-
CIIEKTUBHBIC IJISI TTOBBIIICHUSI YCTOMUYMBOCTHU parica
(B. napus) X MHOXECTBEHHBIM cTpeccaMm [112]. Dtu
JIaHHbIE WUTIOCTPUPYIOT BaXKHOCTh U 3HAYEHUE U3Y-
yenuss HSP u HSF 1 mpakTryeckoro ncnoiab3oBa-
Hust. OgHaKO HEOOXOMMMBI JaJIbHEHIIINE NCCAea0Ba-
HUSI, KOTOPbIE€ MO3BOJISIT OLIEHUTD I10JIE3HOCTh MEHEE
n3BecTHBIX HSF mis1 co3panus skejlaeMbIX IIpU3HA-
KOB Y KOHKPETHBIX KYJIBTYD.

HccnenoBanue BHITTOJIHEHO MIPY TTomepxkKe Poc-
cuiickoro HaydHoro ¢oHza (rpadnt Ne 23 24 00486).

Hacrosimass pabora BbilloiHeHa O3 IpHUBIeYe-
HUS JTIOAEN VIN XKUBOTHBIX B KAYeCTBE OOBEKTOB MC-
cJieJOBaHUM.

ABTOp 3agBIISIET 00 OTCYTCTBUU KOH(MINKTA MHTE-
pecos.
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The review considers the recent progress on the role of heat shock proteins (HSPs), as well as transcription
factors of heat shock proteins (HSFs) in protecting plants from oxidative stress induced by various types of
abiotic and biotic stresses. HSPs are pleiotropic proteins involved in various intracellular processes and per-
forming many important functions. In particular, HSPs increase plant resistance to stress by protecting the
structure and activity of proteins of the antioxidant system. Overexpression of Hsps genes under stressful con-
ditions, leading to an increased content of HSP, can be used as a marker of oxidative stress. Plant HSFs are
encoded by large gene families with variable sequences, expression and function. Plant HSFs regulate tran-
scription of a wide range of stress-induced genes, including HSPs and other chaperones, reactive oxygen spe-
cies scavengers, enzymes involved in protective metabolic reactions and osmolytic biosynthesis, or other
transcriptional factors. Genome-wide analysis of Arabidodpsis, rice, poplar, lettuce and wheat revealed a
complex network of interaction between Hsps and Hsfs gene families that form plant protection against oxi-
dative stress. Plant protection systems are discussed, with special emphasis on the role of HSPs and HSFs in
plant response to stress, which will be useful for the development of technologies to increase productivity and
stress resistance of plant crops.

Keywords: oxidative stress, reactive oxygen species (ROS), heat shock proteins (HSPs), transcription factors
of heat shock proteins (HSFs), antioxidant enzymes
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