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B 0630pe paccMOTpeHBI COBpeMeHHBbIE IPEACTaBIEHMS O pojn 0eJIKoB TeruioBoro moka (Heat Shock Pro-
tein, HSP), a Takke TpaHCKpUIIIMOHHEBIX (DAaKTOPOB reHOB OeakoB TeruioBoro 1moka (Heat Shock Tran-
scription Factor, HSF) B 3a1uTe pacTeHuit OT OKUCIUTEIBHOTO CTpecca, MHAYLIMPOBAHHOTO Pa3IMYHBIMU
BUIaMU aOMOTUYECKOTO 1 OrnoTndecKoro crpecca. HSP — ruteitoTpornHble 6€1K1, yIacTBYIOIIVE B pa3ind-
HBIX BHYTPUKJIETOYHBIX MPOLECCaX U BBHIMTOIHSIOIINE MHOXKECTBO BaXKHBIX (DYHKIIMI, BKJIIOYAS TTOBBILILIE-
HHUE YCTOMIMBOCTH PACTEHUM K CTpeCCy, 3allIUTY CTPYKTYPhI U aKTUBHOCTU OEJIKOB aHTMOKCUIAHTHOM CH-
crembl. [ToBbIlIeHHAas1 3Kcnpeccusi reHOB HSP B CTPECCOBBIX YCJIOBUSIX, TIPUBOISIIAS K MTOBBIIIIEHHOMY CO-
mepxanuio HSP, MoxeT OBITH HCIIONIB30BaHA B KadeCTBE MapKepa OKHMCIMTeabHOro crpecca. HSF
pacTeHuit KOnUPYITCsT OOJBIIMMU CEMECTBaMU T€HOB C BapruabesIbHbIMU MOC/IEI0BaTeIbHOCTSIMU, KC-
npeccueit u dyHkuuamu. PacturenbHbie HSF perymnpyioT TpaHCKPUTIIIMIO ITUPOKOTO CITEKTPa reHOB, MH-
IYLUPYEMBIX CTPECCOM, BKJIIOUAsI HE TOJIBKO reHbl HSP, HO U IpYTyX IIallepOHOB AETOKCUKALIMY aKTUBHBIX
dopMm kuciaopona, GepMEeHTOB, YIACTBYIOIIMX B 3alIUTHBIX METAOOJMYECKMX PEaKIUSIX U OMOCHUHTE3e
OCMOJIMTOB WJIX OPYTUX (haKTOPOB TpaHCKpUITLIMU. [ToJTHOreHOMHBIN aHanu3 pacteHuii Arabidodpsis, pu-
ca, TOMOJIs, JIaTyKa M IMIIIeHUIBI BBISIBIII CJIIOXKHYIO CETh B3aMMOIEHMCTBUI cemeiicTB reHoB HSP n HSF,
¢dhopMUpYIOLIMX 3a1IUTY PACTEHU OT OKUCIIUTEIBHOTO cTpecca. PaccMOTpeHbI JaHHbBIE, YKa3bIBAIOIIIME HA
BaxxHy1o posib HSP n HSF B peakiinm pacteHuit Ha cTpecc, 9TO MOXKET OBITh MCIIOJIB30BaHO JIsI IIOBBIIIIEe-
HUS TIPOJYKTUBHOCTU U CTPECCOYCTOMUMBOCTH PACTEHUIA.

KiroueBble ci10Ba: OKMCIUTENBHBIN CTpECC, aKTUBHBIE (hOPMBI KUCIOpoaa, OeJIKM TeIJIOBOTO 1110Ka, TpaH-
CKPUMIIMOHHbBIE (PaKTOPBI TEHOB OEJIKOB TETUIOBOTO 1110Ka, aHTUOKCUIAHTHBIE (DEPMEHTHI
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BBEAEHWE

PacTteHus1 TOCTOSIHHO MOABEPralTCs BO3IEH-
CTBUIO Pa3JIWYHBIX BUIOB OMOTUYECKOIO W abUOTH-
YEeCKOTIO CTpecca, KOTOPbIE HETaTUBHO BIIMSIOT HA UX
POCT U pa3BUTUE, TTO3TOMY MU3YYCHHIO MEXaHU3MOB
3alUATHl paCTEeHUI OT CTpecca yAeaseTcs OoabllIoe
BHUMaHue. VIMelomuecs TaHHbIE CBUIOETEIbCTBYIOT
O TOM, YTO MpaKTUYSCKU Ha BCE BUJIBI CTPECcca OKPY-
Xarolei cpeabl paCTeHUsI OTBEYaloT 00pa3oBaHUEM
aKTUBHBIX (popM Kuciaopona (ADPK), KoTtopsle mo-
POXIAlOT OKUCIUTENbHBIN cTpecc [1—5]. Oxkuciau-
TENbHBIN CTPECC B KJI€TKaX pacTeHUIA BO3HUKAET IpU
BO3IECHCTBUU MNPAKTUYECKU BCEX HEOJIArOMPUSTHBIX
¢aKTOpOB BHEIITHEN Cpelbl, BKIIOYasl 3acyxy, cojie-
BOM, TETJIOBOM 1 XOJIOAOBOM CTPECC, BLICOKYIO OCBE-
IIIEHHOCTb, 3arpsI3HEHUE BO31yXa TOKCUIECKUMU 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).

eqfuHeHUsIMU U 1p. [1, 3, 6, 7]. U36kITOuHOE 06pa3o-
Banne Takux A®DK, kak mepokcmm Bomopona,
CYINEPOKCUIHBIN paguKal U CUHIJIETHBIA KUCIOPO/I,
MPUBOIUT K TIOBPEXICHUIO KIIETOYHBIX MEMOpaH,
OeJIKoB, IMNUIoB, yresonos u JIHK [8, 9].

MexaHW3M aHTMOKCUIAHTHOM 3aIIUThl BKJIIOYAET
depMeHTaTUBHEIE W HedepMeHTaTUBHBIE KOMIIO-
HEHTHI, yJaCTBYIOIIME B COAJTAaHCMPOBAHHOM 00pa30-
BaHuu U aerokcukammu ADK. AOK BzanmMoaeiicTBy-
IOT C pa3IMYHBIMU KJIETOYHBIMIA CUTHAJIBHBIMU MOJIC-
KyJlaMH, BKIo49ass (puTOropMoHBI, (G-0eaKy, MOHBI
KaJblMSI U MUTOT€H-aKTUBUPYEMbIe MPOTEUHKWHA3I
(MAPK) [5, 10]. ObHapyxeno, yto ADK omocpemyior
KJIETOYHbIE CUTHAJIBI IMOCPEICTBOM IIPSIMOTO B3au-
mopaeicTBusi ¢ dakropamu TpaHckpurnuuu (TF),
Bkiaodass TF reHoB 6enkoB TeruioBoro 1moka (Heat
Shock Transcription Factor, HSF). Hanmpumep, ¢dak-
Topbl HSFA2 1 HSFA4 uHaynupyoTcst OKUCIUTEb-
HBEIM CTPECCOM M YYaCTBYIOT B ASTEKLIMU IEPOKCUIA
Boaopoaa [11]. ADK gBisgioTcs 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 PETPOrPagHOl PEryjsiliui 3KCIpPeCcCUu
TeHOB B KJIETKax pacteHuii [13, 14], a Takke, Mo-BU-
IMMOMY, B Iiepenade BHYTPUKIETOYHBIX U MEXKIIe-
TOYHBIX CUTHAJIOB, KOHTPOJUPYIOIINX 3KCIIPECCHUIO
T€HOB M aKTUBHOCTb aHTHUCTPECCOBBIX cucTeM [15].

Haxe B orcyrcTrBue ctpecca ADK nmoctossHHO 06-
pa3yloTcs B KJIETKE KaK ITOOOYHBINM MPOIYKT a3po0-
HOT0 MeTabo0JIM3Ma B XJIOPOILIACTaX, MUTOXOHIPHUSIX,
MEePOKCUCOMAX U TIPH -OKUCIIEHUHU KUPHBIX KUCIOT
[15]. KneToyHast aHTMOKCUAAHTHASI CUCTEMa MOXET
BbIBOAUTH ToKcUuHble ADK yepe3 ackopbaT-miyra-
TUOHOBBIN ITyTh (TaK Ha3bIBaeMblit IyTh Asada—Hal-
liwell) — oCHOBHOI1 ITyTh AHTUOKCUAAHTHOM 3aIIIUTHI,
KOTOPBIIA 00€3BpEeKMBAET B OCHOBHOM IIEPOKCHII BO-
JOpoJa 1 MOoAAepKUBaeT cOATaHCUPOBAHHBIN OKHC-
JINTEIbHO-BOCCTAHOBUTEJILHBIN CTaTYC PacTUTEIbHBIX
KJIETOK. B CTpPecCOBBIX YCIIOBUSIX YBEIMYMBACTCS aK-
TUBHOCTb TaKMX aHTMOKCUIAHTHBIX (PEPMEHTOB, KakK
cynepokcun-nucmyTasza (SOD), karanaza (CAT), ac-
kopOatnepokcuaada (APX), rmyraTnoHIIepokcuaa3a
(GPX), mepokcumaza (POD), mnepokcupeloKcuH
(PRX), moHonerunpoackopbarpeaykraza (MDHAR),
neruapoackopoarpenykrasa (DHAR), mmyratuonpe-
nyktrasa (GR) u miyratuoH-S-TpaHcdepasza [7, 15,
16]. YTo ke U3BECTHO O TOM, KaK pacTeHHSI TPOTHUBO-
CTOSIT OKHCIUTEIbHOMY CTpeccy?

OnHuM 13 HanboJiee BaXKHBIX 1 NU3YYEHHBIX aHTU -
CTPECCOBBIX MEXaHU3MOB SIBJISICTCSI OMOCUHTE3 OCJIKOB
terioBoro moka (Heat shock protein, HSP) [17—20].
HSP — mmpoxko pacripocTpaHeHHbBIC B IIPOKAPUOTH -
YEeCKUX M DYKApUOTUYECKMX OpraHu3Max OeyKH,
BIIEpBBIC ObUIM OOHApYy:KEeHBI B KJIETKAX B OTBET Ha
MOBBIIIIEHNE TeMIIepaTypbl, HO HAaKOIUIEHHbIC JaH-
HbIe YKa3bIBAIOT Ha OOJbIIIOE pa3HOOOpa3ue poJiei,
kotopbie HSP wrpamoT B pacTeHUSIX, 4TO JejlaeT
OYEeHb BaXXKHBIM MX BCECTOpPOHHEe n3ydeHue. [1pexmne
Bcero, HSP (yHKUIMOHMpPYIOT KakK IIanepoHbl U
YY4acTBYIOT B peOIAUHIe TeHaTypHUPOBAaHHEBIX Oel-
KOB, CBOpaYMBaHUU CUHTE3MPOBAHHBIX MOJUITCIITH -
JIOB U COJTIOOMIIM3AlINY arpeTMPOBaHHBIX OEJIKOB, JIe-
rpagaluy JeHaTypUpOBaHHBIX OSJIKOBEIX arperaToB
[21, 22]. HSP urpatot BaxKHyO pOJIb B pa3BUTHUH pac-
TEHUI U peaklUsIX Ha pa3IndHbIE CTPECCOBBIE YCIIO-
BUSI, BKJIIOYAsl 3aCyXy, COJIEBOil cTpecc, 3apaxkeHue
naToreHaMH 1 HamajeHne HaceKOMBIX [7]. bombioe
pa3HooOpa3ue GyHKIMI, KOTOpble BITIONHSIIOT HSP
B paCTEHUSIX, IIOCTOSIHHO IIPUBJIEKAeT BHUMaHUE MC-
ciegoBarteneii. CiaemyeT otMeTuTh, YTo HSP 1 HSFy
SKMBOTHBIX M3y4eHHI JIYYIIIE, YeM Y PACTCHUIA.

Bkcnpeccust TeHoB HSP peryiupyercss B OCHOBHOM
oenkamu HSF. AktuBauusi reHoB HSF1ipu cTpeccoBOM
BO3IEUCTBUU MPOUCXOJIUT C TIOMOILIBIO MHOTO3TAITHbIX
nporueccoB [15]. B HacTosiiee BpeMsi HaOMOgaeTCs
pocCT myOJMKauii, MOCBSIIIIEHHBIX CJIOXHBIM B3au-
mopeiicteuaM HSP m HSF, nMmeromuMm pemaroniee
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3HAYCHME IJISI YCTOMYMBOCTH PACTEHUII K CTpECCY.
ITosrydyeHbl HOBBIE MaHHBIE O (PYHKIIMOHUPOBAHUU
HSF. Okazanocsb, uto HSF akTUBUPYIOT TpaHCKPUII-
OO0 HE TOJILKO TeHOB HSP, HO M TeHOB OPYTIUX
CTPECCOBBIX O€JIKOB, YYaCTBYIOIIMX B 3alllUTE pacTe-
HUI1 OT CTpecca, B TOM YMCJIe OKUCINTEILHOTO, HAIIpH-
Mep, aHTUOKCUIAHTHBIX (pepMeHTOB [12]. OgeBmaHoO,
YTO aKTUBALMS M OMOCHUHTE3 CJIOXKHOI IariepOHHOMN
cuctembl (HSP), nukBuaupytoleili TOKCUYHbIC MPO-
nykTel B3auMoneiicteust APK ¢ 6uonoaumepamu, u
MOBBIIIEHNE AKTUBHOCTU aHTUOKCHUIAHTHOM CUCTEMBI
KJICTOUHOM 3allMThI, CHIDKAIOIIEH BHYTPUKIIETOYHbBIC
KoHLeHTpauunu ADK, oTHOCATCS K OCHOBHBIM OTBE-
TaM Ha CTPECC 1 UTPaIOT BaXKHYIO POJIb B aKKJIMMAaTU3a-
LM PACTCHUI1 U TIOBBIIIEHUM UX YCTOMYMBOCTH K HE-
OaronpusATHBIM (hbaKTOpaM OKPYKAIOIIEil CPEIbl.

B HacrosiieM 0630pe U310XeHbl COBpeMEHHbIE
npencrasneHns o poxr HSP, a taxcke HSF B 3ammure
pacTeHuit OT OKMCIMUTEIBHOTO CTpecca, UHIYLIMPO-
BaHHOTO pAa3JIMYHLIMU BUIAMU aOMOTUYECKUX U
OmoTHYeCcKNX BO3necTBUi. OOCYyXKIAI0TCSI CUCTEMBI
3allUThl paCTeHUIT C 0COOBIM aKIIeHTOM Ha pojib HSP
u HSF B peakuuu pacteHuii Ha ctpecc. He o6cyskna-
IOTCSI BOTIPOCHI, CBSI3aHHbBIE C PETYJISLIMEN aKTUBHO-
ctu HSF nHekonupytomumu PHK, koTopsie TpeOyioT
OTAEJBLHOTO PACCMOTPEHMUSI.

CEMEVICTBA HSP PACTEHUMU

benxu HSP urpaior pemarliyio pojib B 3alIuTe
KJIETOYHBIX CTPYKTYp pacTeHUIl U APYrux OpraHu3-
MOB OT cTpecca [5, 23]. HSP aBistiorcs mamnepoHaMu,
OHU OTBEYAIOT 32 MHOXECTBO MOJICKYJISIPHBIX (PYHK-
LI, BKJIIOYasi cBOpayMBaHue, COOPKY, cTaOMIn3a-
LIMI0, MEMOpPaHHbLII TPAHCIIOPT U JeTrpamalnio Oel-
KOB B HOPMAJIBHBIX YCJIOBUSIX, a TAaKXKe B YCIOBHSIX
crpecca [5]. IIpencraButenu pa3Hbix cemeiictB HSP
pacTeHUil aKTUBUPYIOTCI B OTBET Ha 3Kapy, XOJIO,
3acyXy, 3aCoJIeHUe, CBETOBOM CTpecC U IpyTrve BUIBI
crpecca [21, 24-26].

YCTOMYMBOCTL OPraHM3MOB K OKUCIUTEILHOMY
CTpeccy B 3HAUYUTEJIbHONM CTENCHU OMpeaessieTcs
CIOCOOHOCTBIO MOJIEKYJISIPHBIX IIAIIEPOHOB MOAIEP-
XKMBaTh KOH(MOPMAIIMOHHBIA TOMeEOCTa3 OEJIKOB.
POﬂb HIarnmepoHOB B IIOAACPKaHMHM romMeocrasa KHn-
BOTHBIX KJIETOK U KJIETOYHO rHOe Iy XOPOILIO U3yde-
Ha, HO TOpa3[I0 MEHBIIIE N3BECTHO 00 X (GPYHKIINIX B
KJIETKax pacTeHUil. B cBsI3U ¢ 3TUM OCTPO HEOOXOIU -
MO usydyeHue B3amMmojeictBus HSP/maneponHoit
cucteMbl 1 HSF B 3a1mure pacteHni OT OKMCIUTEITh-
HOTO CTpecca.

HSP naiimeHbI TOYTH y BCEX OPraHu3MOB, OT 0aK-
Tepuii 10 rpuOOB, paCTeHUI U XKUBOTHBIX, BKJTIOUAsI
yegoBeKa. M3BecTHO HecKombKo ceMeiictB HSP,
KJIacCU(UIIMPYEMbIX Ha OCHOBE MX MOJIEKYJISIPHOI
Macchl, KoTopasi Koyiebjietcs B mpeneiax 8—200 k/a.
HSP 006bIuHO mompasmelisiioTcsl Ha CICAYIOIIe Ce-
meiictea: HSP100, HSP90, HSP70, HSP60 HSP40 u
Ne 6
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Hn3KoMonekyasgpubie SHSP [7, 22, 27]. OcoObrit nH-
tepec npencrapiasor SSHP, HSP70 u HSP90, no-
CKOJIbKY TIpEICTAaBUTEIN HMEHHO 3THUX CEMEIiCTB
HanboJyiee MHTEHCUBHO CUHTE3UPYIOTCS B YCIOBUSIX
ctpecca. Huxe paccmoTpeHbl cemeiictBa HSP, ripen-
CTaBUTEIU KOTOPBIX BaXKHbI [JIsI 3aIIUTHI OT OKMCIIN-
TEJIBHOTO CTpecca M CBSI3aHbI C TeMOIi 0030pa.

Hwuskomonexkynsipaele 0enkm sHSP — npesHme
Oenku, coaepKallue OCHOBHOU TOMEH O.-KpUCTall-
JIMHA CO CTPYKTYpO#l -COHIBMYA ¥ pa3HOOOpa3HbIe
N-konnesnsie fomMeHbl. SHSP neiicrByror kak ATP-
HEe3aBUCUMBIE 1IaTIepOHBI, CBSI3BIBAIOIIINE ACHATYPU -
pOBaHHEIE CTpeCCOM OeJIKU, IS IIPeaoTBpaIeHUS
nx HeobpatmMoit arperanmm [20]. B cTpeccoBbIx
YCIOBUSIX, BBI3bIBAIOIIMX TOBPEXICHUSI OEJIKOB,
sHSP mnpenmorBpamialor HeoOpaTUMYIO arperamuio
pa3BOpaYMBAIOIIMXCs OSIKOB, BCTpanBasiCh B 00pa3y-
Io1IMecs] OeJIKOBbIC arperaTbl. OTU O0eJIKOBbIE KOMITJICK-
CBI BIOCJIEACTBUM B3aMOJICHCTBYIOT C APYTUMU Iarie-
ponamu, Takumu kak ClpB/HSP104 u HSP70/HSP40,
JUTST peakKTUBallMK eHaTyprupoOBaHHBIX OekoB. Hau-
6oJiee MHOrouuciaeHHas rpyriaa sHSP oboHapyxeHa y
BeIcIIuX pacteHuii (19—37 y Arabidopsis, puca u To-
oJist), TIpeacTaBuTean Volvocales comepkaT MeHbIIIe
atux 6enkoB (8 y Chlamydomonas reinhardtii, 7y Vol-
vox carteri n 6 y Gonium pectorale) [28]. bBonee ciiox-
Has cucteMa HSP y pacTeHuii, yem y JKUBOTHBIX MO-
KeT OBITh 00YyCJIOBJIEHA “TIpPUKpPETIJIEeHHBIM” 00pa3oM
KM3HM, KOTOPBIN HEe MO3BOJISIET YXOIUTh OT CTpecca.

HSP70 — sT0 1mrtanepoH, KOTOPBI HAaUOOJIee YHU-
BepCaJIbHO MHIAYLIUPYETCS B OTBET Ha TaKue (haKTOPhI
cTpecca, Kak yiabpTpadHroJIETOBOEC M ramMmMa-M3iryde-
HUE, BO3IEHCTBHME TOKCHUYHBIX XMMHYECKUX BE-
mectB. [llaneponst HSP70 yyacTByIOT B HIMPOKOM
CIIEKTpPE BHYTPMKIICTOUHBIX (DYHKIIMIA: CBOpadyMBa-
HUY BHOBb CMHTE3UPOBAHHBIX OEJIKOB, TPAHCIOKA-
UM IMOJUIICIITUAOB B MUTOXOHAPUUM, XJIOPOILJIACThI
¥ SHOOIUIa3MaTUYECKUIl pETUKYIYM, COOpKe M pa3-
0OpKe OCITKOBBIX KOMITJIEKCOB, PETyISIINNA aKTUBHO-
ctu 6enkoB. Kpome Toro, HSP70 koomnepupyercst ¢
JIPYTMMA KJIETOYHBIMM IIAIIepOHHBIMM CHUCTEMaMM,
Bkmouass HSP90, maneponnn HSP60, sHSP u
HSP100 [29]. B ycnoBusix ctpecca aktuBHoctb HSP70
CBsI3aHa C IpedoTBpallleHueM arperalui 0eJIKOB, CO-
JIIOOMIN3aMe arperupOBaHHBIX O€JIKOB, CTUMYJIN -
POBAaHUEM ITOBTOPHOT'O CBOpadYMBaHUWA HEIIPaBUJIBHO
CBEPHYTBIX WJIM pa3BEPHYTHIX OEJIKOB, B3aMMOIEii-
CTBHEM C MEXaHM3MaMU KJICTOUYHOI nerpagaimnu, Ta-
KNMMHN KaK cucrema y61/lKBI/ITI/IH—l'[pOTCaCOMa, JJIA
yaajgeHus abeppaHTHBIX OEJIKOB 1 OSIKOBBIX arpera-
TOB [29].

IIpeacraBuTenu npyroro ceMemcTBa marnepoHoB,
HSP90, noxanusyioTcss B LIUTO30j€ B OTCYTCTBHUE
crpecca. OcHoBHas pyHkums HSP90 3axkimouaercs B
PETYJISILIMM OEJIKOBOro MeTaboJm3Ma, o0ecIiedeHUN
CTaOWJIBHOCTHU OeJlKa W y4aCTUM BO BHYTPUKIIETOU-
HOM TpaHcnoprte 6eKoB. OosraHo HSP90 neiictByet
B COYETAaHUU C OIPYTMMHU 1IAIlEPOHAMM, TAKUMU KakK
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HSP70 [27]. HeckonbKo J1eT Ha3ad OBIJIO yCTaHOBJIC-
HO, YTO CBepx3aKcIpeccusi reHa HSP90 B ommyXxoJieBbIX
KJIETKaX, IPEICTaBIsIeT HOBYIO IIPOOJIEMY IPH Jieue-
HUW OHKOJIOTMYECKNX 3aboJieBaHmit [27].

Korma pacteHus momBepraimTcsl CTpeccy, CUHTE3
HOPMAJIbHBIX OEJIKOB CHUKAETCSI, TP 3TOM ITOBbI-
IIaeTCsI SKCIPECCUsS] TEHOB CTPECCOBEIX OCJIKOB M,
Kak ciencTBue, 3amyckaercd cuHTe3 HSP. Dkcmpec-
cusl TeHOB HSP TIOJNIOXUTETBHO PETryJIrupyeT aKTUB-
HOCTb aHTUOKCUIAHTHBIX (hepMEHTOB. Tak, Harpumep,
MOBBIIIEHHAs 3KcIpeccus Heoompmoro HSP17.8 yen-
JIMBajla aKTUBHOCTh CynepoKcua-gucmyTassl (SOD)
B KkjeTkax Arabidopsis [30], a cBepxaKcnpeccus
HSP16.9 moBrimaia aktuBHOCTE iepokcunassl (POD),
karazasbl (CAT) u SOD B pacteHusix Tabaka [31].

HSP — meiiorpornHble O€NKM, y4acTBYIOIIUE B
pa3IUYHBbIX OMOXUMUYECKMX IIPOLIECCaX Y BBIIOIHSI -
IOIIMEe MHOXECTBO BaXKHBIX (PYHKIIMI B KJIETKaX 3y-
KapMoOT, a TakKXe CIIOCOOCTBYIOIIME ITOBBLILICHUIO
CTpeccoycToMYMBOCTU pacTeHuii. Ilpenmnonaraercs,
yro HSP monoxwurenbHO BIMSIOT HAa TEPMOTOJIE-
PaHTHOCTb PAaCTCHM, 3alUIIAasI CTPYKTYPY U aKTHUB-
HOCTb 0eJIKOB, Ae3akTuBupyommnx APK u cHukaio-
IMX MX KOHLIEHTpalMIo B KjeTKe [7, 15].

HSP KAK BUOXUMHNYECKHWE MAPKEPHI
OKUNCIIUTEJIBHOI'O CTPECCA PACTEHUUN

Mapxepbl OKMCIMTEILHOIO CTpecca BaxKHBI ISt
MOHUTOPUHIa TOKCUYECKOTO BO3ACUCTBUS pas3ivy-
HBIX ITOBpEKIaronmx (haKTOpOB Ha pacTeHUsI. BbIsaB-
JIEHHE€ MapKepOB OKUCIUTEIbHOTO CTpecca HaXOaUT-
csl B LIEHTpe BHUMAaHUsI MHOTHX UCclienoBareieit, u
BO MHOTHUX 9KCHEpUMEHTaX HalIeHbl YyBCTBUTEIb-
Hble K ADK reHbsl 6e1K0B, MAEHTU(DULMPOBAHHBIX
Kak oruomMapkepbl. CUHTE3 IIallepOHOB UHIAYLIUPYET-
CsI CTPECCOM U 3aBUCHUT OT CTpecca, TaKUM 00pa3oM,
conepxxanue HSP MoxeT OBITH MOJIE3HBIM MHINKA-
TOPOM OKMUCJIUTEILHOTO CTPECcca U CTPECCOBBIX peak-
Ui B pa3IMYHBIX opraHu3Max [5, 23]. B kadectBe
OMOMapKepOB MCIIOJB3YIOTCS IIPEACTABUTENIM pa3-
HbIx cemeiicTB HSP [32, 33]. OcoOblit uUHTEpeC BBI3bI-
BaroT npencrasutenu ceMmeiictB SHSP u HSP70, tak
KaK 4aCTO OHM SIBJISIIOTCS HanOoJjiee paHHUMU U UH-
TEHCUBHO CHUHTE3UPYEMbIMU CTPECCOBBIMU OesKa-
mu. Tak, HampuMep, U3y4eHa BO3MOXHOCTh UCTIOJIb-
3oBaHus SHSP17.4CI Arabidopsis B KauecTBe MOJIEKY-
JIIPHOTO Mapkepa OKMCIMTENbHOTO cTpecca [5].
Yuactue A@K B manykumu HSP17.4C noka3zaHo B
OIIBITAX, B KOTOPBIX PACTCHMSI 00padaThIBAIM IEPOKCH-
JIOM BOJIOpOa. YCTaHOBJIEHO, YTO Takasi 0o0paboTka
MOBbBIIIIAJIa YPOBEHb 3Kcmpeccuu TeHoB HSPI17.4C.
OTU pe3yIbTaThl COMIACYIOTCS C JaHHBIMU, COINIACHO
KOTOPBIM BKCIIpeccUsi pasiudHbix SHSP pacTeHuUit
MOBBLIIIIACTCSI B OTBET Ha BHEIIHee BO3IeiicTBUE
OKHCIHUTENIbHOTO cTpecca [11]. 3areM B ommbITax Ha
MyTaHTax Arabidopsis ¢ neduuuTOM Katajaasbl 2 00-
HapyXWId HaKOIUICHWE SHIOTeHHOTO IIepOKCHUIA
BOAOPOA, YTO IIPUBOAWIO K 3HAYMTEILHON 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 akcmpeccusi HSPI17.4CI mipyu pa3imIHBIX
CTPECCOBBIX COCTOSTHUSIX, CONPsI>KeHHAas1 ¢ 00pa3oBa-
HueMm ADK, mpenmosaraet, 4To 3TOT I'eH MOXKET UT-
paTh BaXHYIO POJb B CHIDKEHUM OKHWCIUTEIHLHOTIO
ctpecca, a HSP17.4CI MOoXXHO MCITOIB30BaTh B Kaye-
CTBE MOJEKYJISIPHOIO MapKepa OKMCIUTEIHLHOTO
ctpecca y Arabidopsis. IlonydeHbl DaHHBIE, CBUIE-
TEJILCTBYIOIIE O TOM, YTO IKCIIPECCHUSI €1lIe OTHOTIO
6enka — HSP17.6C Arabidopsis, peryavupyercs pas-
JIMYHBIMHM CUTHAJaMU, KOTOPbIE CBSI3bIBAIOT OMOTH-
yeckue 1 abuorudeckue crpeccel ¢ ADK, u sTot Ge-
JIOK TaKKe MOXKET CIIY>KUTh MOJIEKYJISIDHBIM MapKe-
POM OKMCINTEIILHOTO cTpecca [5].

VYnauHbIM IIPUMEPOM HCIIOJIB30BaHMSI OCJIKOB Ce-
merictBa HSP70 B kauecTBe MapKepOB OKMCIMTEITBHO-
ro crpecca crai xjoporuiactHeiii HSP70B [34—37].
Taxk, cpaBHMWIM peaklMIO HAa TEIUIOBOM CTPECC Tpex
BUIIOB XJIOPE/JIbI, ABa M3 KOTOPBIX MPOUCXOAST U3
KOHTPACTHBIX MeCT oOuTaHusi — AHTapKTuasl (Chlo-
rella vulgaris — 3KCTpeMOMUIIbHAS) U TOPSTIUX UC-
TOYHUKOB B bonrapuu (trepmodunbvHbiii Bug Chlo-
rella 8/1). Tpetbum ObLT Me30dMIbHBIN Bul — C. kes-
lerii [34, 35]. IlokazaHo, 4ro Ojaromapsi Ooiee
BBICOKOMY KOHCTUTYTMBHOMY YPOBHIO M XOPOIIIO 3a-
METHOMY IIOBBIIIeHHIO OnocuHTe3a HSP70B, Bun
C. vulgaris MOXeT BbDKUBATh B 3KCTPEMAJIbHBIX YCIIO-
BUSIX AHTaApKTUABI. DTU TaHHBIE COIJIACYIOTCS C TU-
MOTE30M 0 TOM, 4To 6esku ceMmeiictBa HSP70 BxomsT
B YMCJIO OCHOBHBIX KOMIIOHEHTOB YCTOMYMBOCTU K
ctpeccam, a Hsp70B sgBaseTcs XopolluM paHHUM
MapKepoM MWHAYLUMPOBAHHOIO  OKMUCIUTEILHOTO
CTpecca U CTPECCOBOIO COCTOSTHUSI KJIETOK C U3yYeH-
HBIM T€HOTHUITIOM.

Taxkum 00pa3om, IMMOBBIILIEHHYIO 9KCITPECCUIO Te-
HoB HSP (Hanipumep, SHSP, HSP70B) B cTpecCOBBIX
YCJIOBUSIX MOXHO VICITOJIb30BaTh B KAUeCTBE MapKe-
pOB OKHCJHUTEJIBbHOTO cTpecca. KoHeuHO, HEeBO3-
MOXHO OXBaTUTb U MHTEPIPETUPOBATh OTPOMHYIO
6a3y JaHHBIX O OMOXMMUYECKUX MapKepax, MO3TO-
My OBLIM BBIOpaHBI HauOoJIee XapaKTepHBIE ITpUMe-
pbl. J11s1 oGHapyXeHUsT HaAeXXHbBIX MapKEPOB OKUC-
JINTEJIbHOTO CTpecca HeOOXOAUMBI JAJTbHEMIINE VC-
cJIeIOBaHUS.

DOAKTOPBI TPAHCKPUIILMNW 'EHOB
BEJIKOB TEITJIOBOTI'O LIIOKA (HSF) —
OCHOBHBIE PETVYJIIATOPBI HSP

HSF npencraBistior co60ii TpyIiry KOHCEpBaTUB-
HBIX PEryJIsITOPHBIX OENIKOB, MHPUCYTCTBYIOIIUX B
KJIETKax BCEX MPO- U 3YKapUOT. 3a MOCIeTHUE TObI
IIOJIy4eHO MHOTO HOBBIX TAaHHBIX O CTPYKType U
¢yakumgx HSF y pacrenmit [12, 24, 38]. DT oenkn
Y4acCTBYIOT B PEryJISILIUM peakiuidi Ha cTpecc U 6ro-
JIOTMYECKHUX IIPOLIECCOB B pacTeHUsIX. PacTeHus OT-
JIMJaroTCcs 0oJiee CIIOXKHOM peakIMeil Ha CTpece, YeM
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IPOXCKM M KMBOTHBIE. Tak, HallpuMep, Y pacTeHUIA
cemeiictBo HSF coctout us 18—52 4jieHOB, B TO Bpe-
MsI KaK y IPOKKeil 1 Ip030( MBI OHO IIPEICTaBICHO
eIMHUYHBIMH 3K3EMIUISIpaMU, a Y MJIEKOITUTAIOIINX
uneHtuduuponaHo yetbipe HSF [12, 39]. Hecmot-
psI Ha 3HAYUTEIbHBIE BApUAllMU B YMCJIE U IOCIIEI0-
BarenbHOCTSIX HSF, nx cTpykTypa m (pyHKIINM BHICOKO
KOHCEpPBaTUBHHBI Y pacTeHuii. K HacTosieMy BpeMeHU
JIOCTUTHYT 3HAYMTEIbHBII IIPOrpecc B paciIndpoBKe
citoxkHOM perynsaropHoit cetn HSF, dyHknmm psma
HSF oxapakrepn3oBaHBI HE TOJBKO Yy MOJEIBHOIO
pactenust Arabidopsis, HO 1 y HEKOTOPBIX APYTUX BU-
JIOB PaCTeHUIA.

®aktopsl HSF sBasI0TCS akTUBaTOpaMu TpaH-
CKPUITLIMHU, PEryJUpyIOIIMMU 3KCIPECCUIO TEHOB
HSP (24, 38], tak HSF Arabidopsis KOHTpOJIUPYIOT
TpaHcKkpunuio 6osee 200 reHOB, UHAYLIMPYEMBIX B
OTBeT Ha TerioBoii ctpecc [40]. Pactenust omHOBpe-
MEHHO NOABEePraioTCcs MHOTUM BUJIaM CTpecca, KOTO-
pble MPUBOISAT K OKUCIUTEIbHOMY, UJIM BTOPUYHOMY
crpeccy. HSF pacteHuit akTUBUPYIOT TpaHCKpPUII-
1110 HE TOJILKO B OTBET Ha TETIJIOBOI CTpecC, HO U Ha
MHOTHE ApYTre CTPeCChl OKPYXKaIOIIEel Cpeapl, U3Me-
HS$ISI KCIIPECCUIo OOJIBIIION TPyl FTEHOB, Y4acTBY-
IOIIUX B MNOMJIEPKaHUM KJIETOYHOIO TOMeocTasa,
Bkitoyas reHel HSP [38, 41]. V3yyeHue npoduieit
skcrapeccun reHoB HSF'y Arabidopsis u npyrux BUIoB
pacTeHuit (puc, SUMEHb, TOMAThl, MIIEHULIA, KYKY-
py3a 1 cosl) BBISIBUJIO 3aMETHBIC pa3IMuus B UX DKC-
MPECCUU B OTBET Ha BO3IEHCTBUE a0MOTUYECKOTO U
ouoTuyeckoro crpecca [12, 24, 38, 42—46]. Tak, Ha-
MpUMep, M3YYeHUE TpaHCKpUMNLUMU 25 reHoB HSF
puca nokasajo, YTo Ha TeIUIoBOii cTpecc oTBeyaroT 19
W3 HUX, Ha 3aCyXY, COJICBOI 1 XOJIOIOBOM cTpecchl — 11,
JIEBSITh U CEMb T€HOB COOTBeTCTBEHHO [47]. IToka3a-
HO 3HAUWTeJIbHOE MepeKpbiBaHUEe Tpodueil TpaH-
ckpunuuu reHoB HSP w HSF 1ipu TerioBoM U JIpy-
TMX BUOAX CTpecca, YTO CBUIETEIbCTBYET O CyIIe-
CTBEHHBIX TMEPEeKPECTHbIX B3aUMOJEUCTBUSIX B
pa3IMYHBIX CUTHATBHBIX CeTIX [24].

Cmpyxkmypa u kaaccot HSF

OCHOBHBIMU CTPYKTYPHBIMU 3JIEMEHTaMU OEJIKOB
HSF asnsiorcsa JJHK-cBs3bIBaoLuii 1IOMeH, 1OMEH
OJIUTOMEpU3alluM W JOMEH aKTUBAllUM TPaHCKPUII-
ouu. N-xkoHnesoit JIHK-cBs3eiBarommit  momMeH
daktopa HSF y3Haer ajeMeHTHI TEIJIOBOIO IIIOKA
(Heat Shock Elements, HSE) B ipoMOTOpHBIX 0614~
cTax reHoB, peryaupyeMbix HSF [39]. DaemeHTHI
HSE, copgepxaimue maiuHAPOMHYIO HYKJIEOTUIHYIO
nocienoBaTeabHOCTE(5'-nGAANnTTCn-3"), ciyxar
s ces3eiBadus TF. 3a JIHK -cBsi3piBarommm qome-
HOM CJIeIyeT OJIUTOMEPU3alIMOHHbII TOMEH, OTBEYa-
oI 32 0€10K-0eJIKOBbIE B3aMMOACHCTBUSI U TPU-
Mmepusannio HSF npw akTuBanmm Uit MHUIUALINA
TpaHckpunuuu. Ha C-koHIle HaXOaUTCsI IOMEH, He-
OOXOMVMBIIT I aKTUBALIMK TpaHcKpuIun. Kiac-
cudukanus pacturenabHbix HSF (kimaccet A, B u C)
Ne 6
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OCHOBaHa Ha pa3INYMgX B 3TUX TpeX noMeHax [38], B
4acTHOCTH, B foMeHe onuromepusauuu. JHK-cBs-
3pIBAIONINIA JOMEH HanboJjiee KOHCEpBaTUBEH, TOLIA
KakK JIBa IPYTrUX IOMeHa OoJiee BapmabelbHBI [48].
®axkTopel HSF xitaccoB A u C 4gacTo comepxkar J0-
IMOJTHUTEIbHBIC aMUHOKUCIOTHBIE OCTAaTKM (BCTaB-
KYy) B IOMEHE oIMroMepu3annu, a B C-KOHIIEBOM J10-
meHe HSF xnaccos B u C oTCyTCTBYIOT MOTHUBHBI aK-
TUBaTOpa TpaHcKpumuuu [41, 49].

Knacc HSFA — camuprit 6ombmoit kitacc HSF, 06-
HapyXeHHBI y OOJBIIMHCTBA BHUIOB pPACTEHMIA,
BKiouast Arabidopsis, puc (Oryza sativa) 1 TOIOJb
(Populus trichocarpa) [24, 25, 50]. Tonbko HSF xmac-
ca A CIIOCOOHBI K aKTUBALIMM TPAHCKPUIILINU, TOLIA
Kak TpenctaButeau kiaaccoB B u C He obyianaloT ak-
TUBATOPHOI (PYHKIIMEH, MOCKOJBKY B HMX OTCYT-
CTBYET COOTBETCTBYIOIINIT MOTUB, COAEPKAIIINMN KIC-
JIble aMMHOKHUCJIOTHBIE ocTtaTKu [51]. HSF knacca A
HeoOXOoaUMBI IS paHHETO OTBeTa Arabidopsis Ha 13-
OBITOYHYIO OCBEIICHHOCTH [12] M TeImIoBOM cTpecc
[40]. Pe3ynbTaThl reHETUYECKOTO M (PYHKIIMOHATb-
HOIo aHaJiM3a II03BOJISIIOT paccMmartpuBatb HSFAL
KakK LEHTpaJIbHBIA pEryasaTop, HEOOXOAMMBIA Ha
PaHHEN cTaauu peakly paCTeHU Ha TeTJIOBOM 1IOK
[52—54]. MUuTepecHo, uto 1 HSFAla, u HSFA1b Bax-
Hbl B HAYaJIbHOW CTagWy 3KCIIPECCUU T'€HOB, UyB-
CTBUTEJIBHBIX K TEIJIOBOMY cTpeccy [55]. dakTophl
HSFA2, HSFA7 u HSFB Arabidopsis GyHKIIMOHUDY-
IOT KaK OCHOBHBIE ITOJIOKHUTEIbHbBIE PETYISITOPHI IKC-
MPECCUU TeHOB, UHAYLIMPOBAHHBIX TETIJIOBBIM CTpeC-
coM [56]. ®@aktopel HSFA4a 1 HSFAS8 neiictByroT
Kak ceHcopbl ADK, oGpasyroiimnxcst pu TEILIOBOM
ctpecce [57].

B otnmuuue ot HSF knacca A, ¢paktopsl ki1acca B
NEeUCTBYIOT KaK KOaKTUBATOPbl WU PENpPECcCOopbl
akcrapeccuu reHoB [58, 59]. Cpenu pakTopoB Kiacca
B BBIsIBIEHBI penpeccopbl TPAHCKPUIILIMM TEHOB
npyrux HSF (manpumep, HSFA2 n HSFA7) u HSP
(manpumep, HSP101 u HSP70) mpu TemmoBom
crpecce [60]. O6HapyxeHo, yto HSF xmacca B cro-
COOCTBYIOT TOJIEPAHTHOCTU K COJIEBOMY CTpeccy,
CTUMYIINPYSI OMOCHHTE3 (PJIABOHOMIOB B PACTCHUSIX
cou [59], u UHTUOUPYIOT TPaHCKPUIILMIO Y Arabidop-
sis [58]. Kpome Toro, dakroper HSFB, sBisiommecs
HIKecToSIIMMU MuIteHs MU ¢pakTtopoB HSFAL, B3a-
numoneiictytoT ¢ HSFA1 u npyrumu TF (Hanmpumep,
HSFA7, HSFA2, MBFIC, NAC, WRKY), dopmu-
pys PEryJsiTOPHYIO C€Tb, OTBETCTBEHHYIO 3a DKC-
MPECCUI0 TEHOB, 4YYBCTBUTEJIBHBIX K TEIJIOBOMY
CTpeccy, Kak IToKa3aHo Ha npuMepe Arabidopsis 1 0B-
CSIHUIBI BBICOKOM (Festuca arundinacea) (61, 62].

®yukuuu 1 poab HSF kinacca C mo cux mmop usy-
YyeHbl HemocTaToyHo. CUnuTaeTcs, YTO MpeacTaBUTE-
au ceMmeiictBa HSF kimacca C He o0J1aaoT akTUBa-
TopHOI pyHKuMeii [12], omrako HSFC1b perymupy-
€T TOJICPAHTHOCTH K COJIEBOMY CTPECCY U YYaCTBYET B
TOPMOHAJIBbHOI peaklu1 prica Ha aOCIIU30BYIO KMC-
soty [63]. HSF xitacca C pacnpocTpaHeHbl y Ipel-
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CTaBHUTEJICH KJlacca OMHOMOJBHBIX pacteHuit [41].
Taxk, nmoBeIlieHHas akcnpeccus: reHa HSFC2a nie-
HUILIbI IPUBOIUT K yBeJMUeHUIo coaepxkaHust HSP u
JIIPYTUX CTPECCOBBIX OEJIKOB, YCUJIMBAsi TEM CaMbIM
TEPMOTOJIEPAHTHOCTL pacreHuii [60]. CBepxskc-
Mpeccusi Apyroro reHa atoro kjnacca — HSFC1b (kno-
HUPOBAHHOIO U3 OBCSIHHULLBL), B KJIeTKax Arabidopsis
MOBBIIIAJ]Ia UX YCTOMUYUBOCTb K CTPECCY 3a CUET yBe-
JM4eHHO aKcnpeccuu TeHoB HSP [61]. Kpome Toro,
oOHapyxKeHo, uTo reHbl HSFC meHuusl [64], kany-
cthl (Brassica rapa) [65] v cou (Glycine max) akTUBU-
PYIOTCSI TETIOBBIM CTpeccoM [54].

HSF peeyaupyrom pazauutvie cmpeccogvie 0meemol

CortacHO COBpeMEHHOI MOAEIN CTPECCOBOM aK-
TUBAalLIMU TpaHCKpuniuu, HaTuBHble HSF coxpaHsi-
I0TCS B IUTOIJIa3Me KJIETOK B MOHOMEpPHOI (hopme B
komiuiekce ¢ HSP70/HSP90 u xowaneponamu. B
YCJIOBUSIX CTpecca MOBPEXIEHHbIE O€JIKM CBSI3bIBAIOT
HSP xommiekca HSP70/HSP90, yto mpuBogut K
ocBoboxaenuto HSF. 3atem ocsobonuBiuecs HSF
00pa3yloT TpUMeEpbl, KOTOphIE IepeMellarTcs U3
LIMTOIUIa3Mbl B S/IPO, IJ€ aKTUBUPYIOT IKCIPECCUIO
reHoB HSP v Apyrux reHoB oTBeTa Ha cTtpecc. I1pen-
roJiaraeTcsi, YTo TeTJIOBOI CTpecc aKTUBUpPYeT (hak-
topbl HSF He HemocpencTBeHHO, a yuepe3 ADK. Ak-
TUBALIMs TPAHCKPUIILIMU B KJIETKaX pacTeHUMN OTIU-
yaeTcsl OT aKTUBALlMU B XKMBOTHBIX KjeTkax [12]. ¥V
pacteHuii rmaBHbIM AeiicTByromuM TF (MacTtep-pe-
rynsitopoM) sBiasercss HSFA1, kortopslii oOpasyet
HeaKTUBHBIIN KomIuieke ¢ HSP70/HSP90. ®dakrop
HSFA1 akTtuBupyeT TpaHCKPUIILIMIO HE TOJIBKO Te-
HOB HSP, HO U psiia IPYTUX T€HOB, a TaKXKe MOXET
KOHTpompoBaTh npyrue ¢pakropsl HSF [12] (puc. 1).
Briepsrie pynkimun HSFA1 6bputM ormcaHsl y pacre-
HUIT TOMaTa U YCTAaHOBJIEHO, YTO 3TOT (DaKTOp OTBE-
yaeT 3a yCTOMUYMBOCTb PACTEHUI K TEIIJIOBOMY CTpecC-
cy (akTop peryisiuy TepMOYCTOMYMBOCTH) [66].
AHanu3 TpaHCTeHHBIX PAacTEHUI ToMaTa IMoKasal,
yro HSFAIl urpaer yHUKaJabHYIO pPOJIb B Ka4eCTBE
m1aBHoro peryigropa cuHrte3a HSFA2 nu HSFBI, a
takxe HSP [66].

Tpumepuzanus dpakropoB HSF HeoOxonuma mist
y3HaBaHuss HSE-MoTHMBOB B mpomoTopax liejieBbIX
reroB. ['omorpuMepsl 1 reTeporpuMepsl HSF obHa-
pYXeHbl Yy pa3HbIX BUIOB pacTteHuii. Tak, ¢axkrop
HSFA1 Arabidopsis o6pa3yeT roMo- 1 reTepoTpumMe-
pBl B pa3IW4YHbIX KoMOwHauusx [55, 67]. HSFAI,
HSFA2 u HSFA3 yyacTBy10T B 00pa3oBaHUU reTepo-
TPUMEPOB, 4YTO YBEJIUYMBAET aKTHUBALUIO TpaH-
CKPMITIIUU U BEIET K NMPUOOPETEHUIO TEPMOYCTOMUN-
BoctH [68]. HSF xitacca B Mmoryr o6pa3oBBIBaTh re-
teporpuMepbl ¢ HSF kmacca A. IlokazaHo, 4TO
paznunyHbie komOuHauu HSF kxnaccoB A u B mo3-
BOJISIIOT YCIIEIIHO KOHTPOJMPOBATh TPAHCKPUITLINIO
B KJIeTKax puca [69].

YyscrBUTENbHBIE K cTpeccy HSF mumynupyrorcst
dakTopom HSFAI n pssmom mMeHee m3ydeHHBIX TF.
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AOUOTHYECKUI 1 OMOTUYECKUI CTPECCHI
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Puc. 1. Cxema TpaHcKpUnoHHOM peryasiouu HSP, mmoctpupyromas aktuBauuio HSF u ux B3aumoneictsue ¢ IpyrumMu
TMYTSIMA TIPOTUBONENCTBUS aOMOTUIECKOMY U OMOTHYECKOMY cTpeccy y pacteHuii. Heckonbko reHoB HSF, MHIyIIUPyeMbIX
crpeccoMm (HSFA2, A3, A7, B1 u B2), koutpoaupywoTtcs ¢pakropom HSFAL, Torna kak reusl HSFA4A, A6, A8, B3, B4 C1 KoH-
TPOJIMPYIOTCSI APYTUMHU MaJIOM3y4YeHHBIMU TpaHCcKpununoHHEIMU (pakTopamu (TF). Tpumepsr HSFAI cBsa3bIBaloTCSI ¢ MOTH-
Bamu HSE u aktuBupytot reHsi-muiieHn. APX (ackopbarnepokcunasa), GST (rmyratnoH-S-tpaHcdepasa), SOD (cyrepok-

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

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

O6HapyxeHo, uto npyrue TF kinacca A (HSFA2 u
HSFA3) ycunuBaloT OTBETHI Ha TEIUIOBOM W APYrue
Bunbl ctpecca. HSFA2 HeoOxoguM s TEIUIOBOM
MHIYKLUU TeHOB, KOHTpoaupyeMbix HSFA1. Cepx-
skcripeccus reHoB HSFA2u HSFA3 ToBBIIIaeT reHo -
TUIIWYECKYI0 U MPUOOPETEHHYIO TEPMOTOJIEPAHT-
HOCTb pacteHuii [70, 71]. 'eHeTMYeCcKMii aHAIU3 TTO-
Kaszan, uyto TeHbl HSFA2 n HSFA3 KOHTPOJIUPYIOT
OTBET Ha TEIUIOBOI CTPECC U IYyTU UX PETyJISILIUU T1e-
pekprIBatoTcs [68].

Caepxakcrpeccust ¢akropoB HSFAIL, HSFA2,
HSFA3 u HSFA4 yBeanmunBaeT ToaepaHTHOCTD Ara-
bidopsis He TOIbKO K TETIJIOBOMY CTPECCY, HO TaKXe U
K IPYTMM BUIaM cTpecca (3acyxa, BEICOKast OCBEIIEH-
HOCTb, COJI€BOM, OCMOTUYECKUI U OKUCJIUTEIbHbIN
ctpecchl) [12, 72]. HekoTopblie (haKTOpbl MOBHIIIAIOT
YCTOMYMBOCTb pAaCTeHMII K HECKOJbKUM BHIAM
crpecca, HanipuMep, HSFA2 — K BBICOKOI OCBEIlIeH-
HOCTH, TEIUIOBOMY, U OKUCJIUTEIbHOMY cTpeccy [70],
a HSFA4 — x TeruioBoMy U cosieBoMy cTpeccam [73].
Oo6HapyxeHo, uyto pakTopel HSFA2 m HSFA4A uH-
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IYLIUPYIOTCSI OKUCIUTEIbHBIM CTPECCOM U y4acCTBY-
JOT B AE€TEKIIMU TIepoKcuaa Bogopoa [11]. Myraiuu,
VHAKTUBUPYIOIIUE T€Hbl 3TUX (PAKTOPOB, CHUXKAIOT
YCTOMYUBOCTDb PACTEHUI K CTPECCUPYIOLIINM BO3IEM -
ctBusiM [74]. TlokaszaHo, yto dakTtopsl HSF, 3a uc-
kinroueHrueM HSFAL, BBINOJHSIOT cheuuaan3upo-
BaHHbIe (QYHKIIMU U HE BCEra MOTYT 3aMellaTh IpyT
npyra B cTtpeccoBoM otBere. HSF ygacTByloT He
TOJIBKO B MHAYKIMUYW TpaHCKpUNUUU reHoB HSP, Ho
MOTYT KOHTPOJWPOBAaTh W TE€HBI APYrux 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]. Paznuunble HSF MoryT ctu-
MYJIMPOBaTh CUHTE3 3alIUTHBIX METAOOJIUTOB, TAKUX
Kak pacduHo3a, U151 MOBBIIIIEHNS] YCTOMYMBOCTHU K 3a-
cyxe [76] vnu ¢h1aBOHOMIOB IJISI TIOBBILIIEHUS YCTO -
YUBOCTHU pacTeHU K coieBomy cTpeccy [59]. Takum
obpazom, HSF pacteHuii ycuiauMBaloT TpaHCKpPUII-
1110 IITMPOKOTO CIEKTPa F€HOB, KOAUPYIOLIUX UHIY-
MpyeMble CTpeccOM OeKM, KOTOpbIE BKIIOYAIOT
HSP u npyrue maneponni, TF, tymmrenu ADK,
¢dhepMEeHTHI, y4aCTBYIOILIME B 3aIIUTHBIX METa0OJINYe-
CKUX peaKIUsIX 1 OMocuHTE3e OcMOJIUTOB [38, 41, 71,
77, 78].
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HSF u okucaumensuutii cmpecc

MexanusMm pacrio3HaBaHust APK oenkamu HSF
u3y4yeH HemocTatouyHo. [Ipennomnarator, ytro HSF pe-
arvpyoT Ha NepoKCHU BOJOPOJa, MOCKOIbKY IMepOK-
CHUJI BOIOpPOJIa MOXET CTaOWIM3UPOBaTh TPUMEPHI
HSF ¢ noMo1ibio o0paTUMOTO OKHUCIEHUSI OCTaTKOB
Cys u obpazoBanus cBszeit Cys—Cys [42]. O6GHapy-
KEHO, YTO aKTUBHOCTH OBYX (pakTopoB — HSFA4A 1
HSFAS8 — 3aBUCUT OT pe1OKC-COCTOSIHUS LIMTOTLIa3-
MbI KJIeTOK [73, 74, 79]. DTu pe3ysibTaTbl MO3BOJUIU
npenmmonoxkuthb, 9To HSFA4A m HSFAS8 MmoryT pyHK-
LIMOHUPOBATh KaK LIUTOIIa3MaTUIECKUE CEHCOPHI TIe-
pOKcHIa BOIOPO/Ia B CTPECCOBBIX ycJIoBUSIX [12, 57].

HSF pazanyHBIX BUOOB pacTeHWIT MOTYT MHOYIIN-
poBaTh 3KCIPECCUI0 HEKOTOPbIX T€HOB aHTUOKCH-
MaHTHBIX (pepMEHTOB, TaKUX KaK CYNEepOKCUA-IMC-
MyTa3a, ackopbaTiiepokcuaasa, Karaaasa, Ui yBe-
JIMYMBaTh coaepxKaHue miyratuoHa [12, 74, 80, 81].
HSFA4A ycunusaert peryisuuio apyrux TF, cBs3aH-
HBIX C 3alllATOM OT OKMWCIMTEILHOTO cTpecca [74].
ITokazano, yto HSFA2 peryaupyeTt 3KCIIpeCcCUIo ac-
kopOatnepokcuaasel 1 (APX1). CBepxakcipeccus
HSFA2 mipyBOoanT K YBENIWYEHHUIO TPAHCKPHUITIINHA
APX1, B TO BpeMsl KaK y MyTaHTa C TOBPEXIEHHbBIM
reHoM HSFA2 cHixeH cuHTe3 3Toro ¢pepMeHTa [15].
ITonyyeHHbIE JaHHbBIE COIIACYIOTCSI C TEM, UTO B JIU-
HusX Arabidopsis co cBepxakcipeccueit APX1 moBbI-
IIeHa YCTOMYMBOCTDh K TETJIOBOMY U OKUCJIUTEIbHO-
My ctpeccy [15]. Takum obpaszom, APK nHayLUpYIOT
aKcrnpeccuio reHoB HSF 11 MOBBIIIAIOT yCTOMYMBOCTh
pacTeHUll K TeIJIoBOMY cTpeccy. JleTokcukanus
A®K yMeHBbIIIaeT IMyJTbl ITIepOKCHUIAa BOIOPOIa 1, ClIe-
JIOBaTeJIbHO, 3aITyCKaeTcss MeXaHU3M OOpaTHOM CBsI-
3, peryaupylommii akcrnpeccuto HSF [15]. Ilepe-
KPECTHbIE B3aMMONEHCTBUSI MEXIY OKHUCIUTETbHO-
BOCCTAHOBMTEJIbHBIM KOHTpoJieM U peryisiuveir HSF
MOTYT OTBeUaTh 3a YCUJIeHNE TepeKPEeCTHOM aKKIMMa-
TH3allM1 B Pa3JIMIHBIX CTPECCOBBIX YCIOBUSX [ 15, 82].

Peeynayus axmusnocmu HSF

JoromHuTelIbHasT peryasiuus aktTuBHoctu HSF
OCYIIECTBJISIETCS B OCHOBHOM Ha YPOBHE TPAHCKPUII-
MK (aJbTEPHATUBHBINA CIJIAMCUHT) U C TTOMOIIBIO
MMOCTTPAHCIISIMMOHHBIX Momudukauuii (pochopu-
JIMpOBaHNWE W CyMouMJHMpoBaHue). Tak, Harmpumep,
nBe nzodopmbel HSFA2 B pacteHusix Tomata o6pa3o-
BaJIMCh TyTeM aJlbTepHATUBHOTO cruialicuHra. OaHa
n3 anx, HSFA2-I1, koHTponupyeT paHHHWI OTBET Ha
cTpecc, B To BpeMs Kak apyrasi, HSFA2-1, perynupy-
eT aKKJIMMaTu3aluio U TepMOToJiepaHTHOCTb [83].
IMocrrpancasumonnsie Mogndukannu HSF smusior
Ha aKTUBHOCTb, TPAHCIIOPT, JOKaIU3alluio U OOMEH
6enkoB. PaznuuHble MUTOreH-aKTUBUPYEMbIE MPO-
teuHkuHa3bl (MAP) omnocpenyot curHansl ADK u
dochopunupyror MHorue pactuteiabHble TF [84].
Tak mnokazaHo, uyto (ochopmwmmpoBanue HSFA2
Arabidopsis c noMmo1pio KuHa3sl MPK6 crioco6eTBo-
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BaJjio riepeHocy TF B aapo 1 akTMBaLIMKM TPaHCKPUII-
1IM1 BO BpeMsI TEIJIOBOIO cTpecca [85].

IlokazaHo, 4yTo cymowiupoBaHue OENKOB (KOHBb-
IoTalysi C MaJIbIM YOMKBUTUHIIOIOOHBIM MOIU(UKATO-
pom SUMO) BauvsieT Ha aKTUBHOCTh, CTAOMJILHOCTh U
JIOKIM3AalUI0 MHOTUX O€KOB B 3yKapUOTUUYECKHX
kneTtkax. B knerkax Arabidopsis, noABEprHYTHIX TETI-
JIOBOMY CTPECCY, BbISIBIEHO HECKOJIbKO CYMOUINUPO-
BanHbIx HSF, Bkmouas HSFA2, HSFB2B 1 HSFC1
[86]. YcTaHOBIIEHO, YTO CYyMOMJIMpOBaHUe dakTopa
HSFA?2 Arabidopsis cHuXajio ero ciocOOHOCTb aKTH -
BUpOBaTh TpaHCcKpunnuio reHoB HSP. Taknum ob6pa-
30M, HekoTopbie pactutesibHble HSF Mogudunmpy-
10TCs TIyTeM (hochOpUIMPOBaHUS WU CYMOUTUPO-
BaHUS, UTO CHUXKAET WJIM TTOBBIIIAET UX aKTUBHOCTb.
HeobOxonumbl gajlbHEHIINE MCCICIOBAaHUSI, UYTOOBI
BBISIBUTB BeCh crieKTp Moaudukamnuit HSF u oxapak-
TepU30BaTh UX BIUSIHUE HA aKTUBHOCTb 9THUX OEJIKOB.

HSF sBasitorcst ujieHaMu CJIOXHON MHOTOYPOB-
HEBOI peryJsiTOpHOI CUCTEMbI, KOTOpasi KOOPJIAMHU -
pYyeT MOJICKYJISIPHBIM OTBET HAa U3BMEHEHUSI OKPYXKato-
meit cpenbl. [lo-BuauMoMy, TosiBieHUE OOJIbIIOTO
yurcaa reHoB HSFu MHoroo6pasue nx ¢pyHKIIHN 00y-
CJIOBJIEHO 3BOJIIOLIMOHHOM ajanTalidei pacTeHUi K
HaszeMHoi1 xxu3Hu [12, 48]. B xone sBomoLMu Impo-
u301Ia CyllecTBeHHas AuBepcuduKaius cemeii-
ctBa reHoB HSF, HeoOxonumasi 1Jisl TIpUoOpeTeHUs
pacTeHUSIMU YCTOMYMBOCTHM K MHOTOUMCIIEHHBIM
cTpeccam; B pambHelinreM a3t HSF mHTerpmpoBa-
JIUCh B pa3HOOOpa3HbIe peryiasiTopHbie myTu [41].

Anueenemuueckas peayaauus

B nocnenHee Bpems yaesnsieTcsl 60JbllIoe BHUMAa-
HYe€ UCCIIENOBAHUSIM CUCTEMBI ATTMTEHETUYECKOM pery-
JISILIMUA OTBETA Ha TETJIOBOM CTpecc, KOTopasi BKITIOYaeT
MmeTpoBanue JIHK, Monudukamo rucToHOB, pe-
MOJIEIMPOBAHUE XPOMATUHA U SMUTEHETUYECKYIO Ma-
MaTh [60]. MetmnupoBanue JJHK yyactByeT B pery-
JISILIMU TeHOB, CBSI3aHHBIX C peakliveil pacTeHUl Ha
TETUIOBOI MoK [87]. AeTMiIMpOoBaHE U METUIIMPO-
BaHUE T’MCTOHOB OMOCPENYET PeaKIUIo paCTeHU Ha
TeTJIOBO 110K € TIOMOIIbIO MHTMOUPOBAHUSI WJIU aK-
TUBAIMM TpaHcKpunuuu reHoB [88]. ATP-3zaBucu-
MbI€ KOMIUIEKChI pEMOJICIMPOBAHNS XpOMaTHUHA TaK-
JK€ yJacTBYIOT B peaklMu PacTeHUii Ha TeIJIOBOM
moK [87].

YcraHOBJIEHO, 4YTO pacTeHUs “3allOMUHAIOT”
CTPECCOBBIE BO3MEMCTBUS, YTO MOXKET YIYIIIUTDh UX
COCTOSIHME TIpU MOBTOpSsioleMcsl cTpecce. OmHAKO
MOJIEKYJISIpHast OCHOBA 3TOTO SIBJICHUS M3ydeHa He-
nmoctaTroyHo. HemaBHO morydeHHBIE pe3yIbTaThl yKa-
3bIBAlOT Ha ydyacThe MoIudUKalMii XpoMaTWHa B
TTOIIeP>KaHUM MIPUOOPETEHHOM TEepMOTOJIEPAHTHO-
ctu (mamsTu o TeraoBoM crpecce) [89]. ITamsarts o
TETJIOBOM CTpecce CBsI3aHAa C HAKOIUICHUEM IU- U
TPUMETIJIMPOBAHUS JIM3MHA B YETBEPTOM ITOJIOXKE-
Huu ructoHa H3 (H3K4). [TokazaHo, 4TO ITOBBIIIIEH-
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IOPUHA

Taomuna 1. Yucno reHoB HSP u HSF B reHOMe HEKOTOPBIX BUIIOB BBICIIIMX PACTEHUN

Bua (nmionaHOCTB) 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-
LIMe BKCIpecCUr IeHa-MUILIEeHU IPU MOBTOPHOM
cTpecce. OTa TPAaHCKPUILIMOHHAS MaMSITh U YCTOM-
4yrBOe HakoIuieHne metuianpoBanusg H3K4 3zaBucar
ot TF HSFA2, KoTophblii HEOOX0MUM 151 3aTIOMUHA-
HUSI TEIJIOBOTO cTpecca y Arabidopsis. DrimreHeTnde-
cKasl ITaMsITh yIydIllaeT aJanTalliio pacTeHUM K pas3-
JIMYHBIM CTpeccoBbIM ycaoBUsIM [90]. O6HapykeHO,
yro dakTop HSFAI Bamser Ha KOHTPOJUPYEMYIO
HSFA2 namsats o ctpecce [91]. OTu pe3ynbTaThl mo-
Ka3bIBaloT, 4To BMecTe ¢ (pakTopom HSFA1, HSFA2
SIBJISIETCSI BaXKHBIM PETYJIITOPOM ITaMSITH O TETIJIOBOM
ctpecce [92].

IMOJIHOTEHOMHAA MAEHTU®UKALINA
CEMEUNCTB HSP U HSF

K HacTostieMy BpeMeHM BCECTOPOHHEE U3ydeHUE
cemeiicTB reHoB HSPu HSF B cTpecCOBBIX YCIIOBUSIX,
a TakKe MPU Pa3BUTUM U POCTE pacTEeHUil, MpoBee-
HO C IIOMOIIBIO ITOAPOOHOr0 6MOMHMOPMATUIECKOTO
aHajn3a. AHAJIU3 MTOJIHOCThIO CEKBEHUPOBAHHbIX I'e-
HOMOB psila pacTCHUM IO3BOJIMI OOHApYXKUTH BCE
npenmnonaraemblie reHbl HSP u HSF, nx nyoaupoBa-
HUE W pa3HooOpasue, U3y4UTh CTPYKTYpy IeHOB —
BBISIBUTH KOHCEPBATUBHBIE CANTHI, crieluUIecKue
MOTUBBI, UHTPOHBI, SK30HBI, CAThl CBI3LIBAHUS C
pa3IUYHBIMU JIMTAaHAAMHU, a TAKXKe TIPOBECTH (purjIore-
HETWYECKHIT aHAJIU3 W OIIPEIIEINTh pacIipeneiecHIe re-
HoB HSPw HSFHa xpomocomax [24, 25, 50, 93, 94].

XoTs1 OONBIIMHCTBO (PYHIaMEHTAJTbHBIX UCCIIEIO-
BaHuit HSP u HSF BrinojiHeHO Ha MOJEJIbHOM pac-
teHun A. thaliana [24], Bce Ooiblie MHMOpMALIIU
HakarummBaetca o HSP u TF HSF y npyrux Bugon
pactreHuii. K HacTosiiieMy BpeMeHM oXapaKTepu30-
BaHBI IpeAacTaBUTeNN Beex cemeiictB HSP y Ttakux
BUIOB, KakK A. thaliana [24], Tonons (P. trichocarpa)
[50], metunHuk (Setaria italica) 93], camat natyk
(Lactuca sativa) [94], muenuua (Triticum aestivum)
[95, 96] u puc (O. sativa) [25] (Tabxn. 1).

Kaxk ciaenyet u3 tabi. 1, reHOM cajaTa jaTyka co-
nepxut 32 reHa HSF, 4to 0oJibllle, YeM B JUILIOU/I -
HBIX TEHOMaX APYTMX U3yUYeHHbIX pacTeHui: 21 y Ara-
bidopsis, 28 y Tononst u 25 y puca. MoJekyasipHast
macca HSF Bapsupyet ot 13 mo 54 x/la, mpu 3TOM cO-
XpaHsSeTcss KOHCEPBATUBHOCTD CTPYKTYPhI 3THUX pery-
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saTopHbIx O0enkoB (HSF), o yeM cBUIeTeabCTBYET,
HarpuMep, CoOXxpaHeHUE B reHax cemeiictBa HSF na-
TyKa OT IBYX OO IISITU 3K30HOB [94]. OGHapyXeHO,
YTO HEKOTOpPHIe TeHbl HSF 1aTyka He UMEIOT OPTOJIO-
roB B reHoMe Arabidopsis, Tonons u puca. B reHoMme
JIaTyKa BBISIBICHBI TeHbl Bcex Tpex KiaccoB HSF:
A (13), B (12) u C (7), npu 3TOM 41CJIO I'eHOB KJIac-
coB B u C B reHOMe j1aTyKa OOJIbIIIE, YEM B T€HOME
Arabidopsis.

HUccnengoBanue cyOKIIeTOYHO JTOKaIN3a1um 0er-
koB SHSP moka3zajio, 4yTo OHM HaxoIsITCS B 1LIUTO-
IUia3Me, SHA0IUIa3MaTUIeCKOM PETUKYIYME, IIEPOK-
cucoMmax, xjopormjactax u MutoxoHapusax. ITokaza-
HO, 4TO yucyio reHoB sHSP BapbupyeT ot 22 1o 37y
pacTeHUil ¢ OIMHAKOBBIM YPOBHEM ILIOMTHOCTHU.
BonbinHCTBO TeHOB sHsp He COOepXUT MHTPOHOB,
OIHAKO B HEKOTOPBIX I'eHax HaMIEeHO JABa WU TPU
uHTpoHa [94]. Ony6MKOBaHO O0JILIIOE YUCTIO TTOJI-
HOT€HOMHBIX MICHTU(MUKAINI, BBITOTHEHHBIX JISI OT-
nenbHbix cemeiicts HSP: HSP70 cou (Glycine max L.)
[50], HSP20 orypua (Cucumis sativus L.) [97]. Bto
no3Bomwiio Hu u coaBT. [98] mocTpouth husioreHe-
TUYECKOE IepeBO WieHOB ceMmelictBa HSP20 THIKBHI,
II0Ka3aB Ha €ro mpuMepe, 4To B TeHOME UIeHTUDU-
OUpOBaHO B 001mIei cioxxHoct 33 reHa HSP20, pac-
MpeleeHHBIX 110 13 XxpoMocoMaM. YCTaHOBJIEHO, UTO
TEIUIOBOI1 cTpecc nuddepeHIUPOBAHO UHAYIUPYET
akcripeccuio reHoB HSP20. Tak, ypoBeHb TpaH-
CKPUIITOB 11ecT TeHOB H.SP2(0 CHYXEeH MpU Terjio-
BOM CTpecce, B TO BpeMsI KaK YPOBHU TPAaHCKPUIITOB
12 reHoOB TIpU 3TOM NOBBIIIeHEI. CienyeT moguepK-
HYTb, 4YTO TeHbl SHSP ¢ HaubdOJbIIMMU U3MEHEHUSI-
MU 3KCIIPECCUM B OTBET Ha TEILJIOBOM CTpPECC IIpell-
CTaBJIIIOT OOJILIION MpaKTUIecKUii mHTepec [95, 98].

OO6HapyXeHO, 4TO YHUCJIO TeHOB cemelictBa HSP70
y JlaTyKa YBeJIW4YuIoch 6ojiee yeM B 3 pa3a Mo cpaBHe-
HUIO ¢ Arabidopsis 1 TononeMm u 6oJiee YeM B 2 pasa 1o
CcpaBHeHMUIO ¢ prucoM. [ToydeHbl JoKa3aTeIbCTBa TOTO,
YyTO yBeJMYeHue Koaudectsa HSP70 natyka siBisieTcst
pe3yJabTaTOM TaHAEMHOM Ayruimkauuu. [lpennonara-
0T, UTO 3HAYUTEIbHBIN POCT YKCia TEHOB CeMeicTBa
HSP70 cBsi3daH C TIOBBILIEHHOM YCTOMYMBOCTBIO K
cTpeccaM oKpyxXKarorieit cpensl. TakuM oOpa3oMm, Te-
Hbl HSP70 natyka noiBeprivuch CyllleCTBEHHBIM Te-
pecTpoiikaM, KOTOpbie MPUBEJIU K MOSIBJIEHUIO HO-
BBIX TIpeActaButeneit cemeiictea HSP70, t.e. Tan-
Ne 6
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JIeMHasl OyTIUINKaIs TEHOB UTPaeT OCHOBHYIO POJIb B
yBeJIMYeHUU pa3HooOpa3us cemeiictBa HSP70. Tan-
JIeMHast AyrinkKanus reHoB HSP70 ooHapyxXeHa TaK-
Xe y XKMBOTHBIX [99], MmxoB [100] 1 y BBICIIMX pacTe-
Huii [101, 102]. HanmpuMep, TaHAeMHasI TyTIMKAIIAS
crocoOCTBOBAJA yBeJIMYEHUIO Yrcia TeHoB HSP70 B
reHoMe Kaprodens (Solanum tuberosum) [101] n mxa
(Physcomitrella patens) [100]. BaxkHo OTMETUTb, YTO
pa3IUYHbIC OPTaHU3MbI, Y KOTOPBIX YBEJINUYEHO YUC-
J10 TeHOB cemelictBa HSP70, 061amafoT TakKsKe TTOBBI-
IIIEHHBIM pa3HOOOpa3ueM peaklinii Ha ctpecc [94].
DTO coracyercsa C TUIIOTE30M O TOM, YTO TIEHBI
HSP70 — 3T0 TeHETMYECKUE 3JIEMEHThI, XXKU3HEHHO
BaXKHBIC JJIST OTBETAa Ha abumoTtuuyeckmii crpecc. Ode-
BuaHo, yto HSP70 MoXXHO paccMaTpuBaTh Kak MoJie-
KYJISIDHBIE PETYJISITOPbl CTPECCOBBIX pPEaKIIMid, I10-
CKOJIbKY OHU MOIJIEP>KMBAIOT ToMeocTas 6eakoB [103].

HMHTEepecHO OTMETUTh Takke 3HaueHUe OCIKOB
cemeiictea HSP70 mist porocunresa. [lokazaHo, 4To
cBepxakcnpeccus reHoB HSP70 obecrieunBaeT do-
TO3alUTY U BOcCTaHOBJIeHUE oTocucteMsl 11 mpu
$OTOMHTUOUPOBAHUH, B TO BpEeMsI KaK CHIKEHHE CO-
nepxxaansg HSP70 moBeIIIaeT 9yBCTBUTEIBHOCTD (DO-
TOCUHTe3Upymwlleil 3eneHoil Bogopocau Ch. rein-
hardtii K uHTeHCUBHOMY cBeTy [104].

B reHome pacreHuii cemeiictBo reHoB HSP90 u
HSPI100 tipencTaBiieHO MEHBIIUM YUCIIOM KOIWIA,
yeM sHSP v HSP70. Yuciio TeHOB BBICOKOMOJIEKY-
JIIpHBIX OenkoB TerioBoro crpecca HSP90 u
HSP100 maTyka He yBeaInm4ueHO I10 CpaBHEHMIO ¢ Ara-
bidopsis, pucom u TornojieM (Ta6a. 1). O6HapyXeHO,
gto 62% HSP100 noxanm3oBaHO B XJIOpOIUIACTAX,
26% B umTorutasme u 12% B mutoxoHapusx. [lokaza-
Ha OoJiee paszHooOpasHas Jokainuzauus HSP90 B
CYOKJIETOUHBIX KOMIAapTMeHTax, BKiIrovass DIIP, si-
PO, LIMTOILIa3My 1 xJIoporuiacTel [94]. OO0HapyXeHo,
YTO TPAHCKPUITLIMS HanboJjiee U3yYeHHBIX MpencTa-
Buteneit cemeiicts HSP90 v HSP100 natyka He U3-
MeHsUTach Tipu neiictBun Y@ M cBETOBOTro cTpecca
[94]. AHanornyHble JaHHBIE TIOJIYYEHBbI U Ojs1 Arabi-
dopsis [24].

Kak cnengyer us tabiu. 1, reHoMm miueHulsl 1. aes-
tivum L. comepXXnT HaMHOTO OoJiblie TeHOB HSP n
HSF: cymMapHO B HeM MIeHTU(hULIMPOBaHO 753 re-
HoB HSP, Bxmouas 169 sHSP, 273 HSP40, 95 HSP60,
114 HSP70, 18 HSP90u 84 HSP100. bonee BhICOKOE
coaepxanue HSPy NieHU1bl M0 CPAaBHEHUIO C Ipy-
TMMU BUIAMU PACTEHUI, IT0-BUAUMOMY, OOYCIIOBJIE-
HO BBICOKMM YPOBHEM ILUIOMOHOCTU (1 = 6) TeHOMa
nimeHunbl [95]. B reHoMe mineHunbl MAEHTUDULIN-
pOBaHBI 1 OXapaKTepU30BaHEI BCE IIECTh CEMEMCTB
HSP, aTakke TaHIEeMHO DyOINPOBaHHBIC TeHBI U TT0-
TeHUMAJIbHbIE TiceBAOTeHbl. M3ydyeHue mnpoduieil
skcrnpeccuu reHoB HSP BersiBrio poib HSP Ha pa3-
JIMYHBIX CTAAUSIX PA3BUTHUS U B CTPECCOBBIX YCIOBU-
ax. Tak ob6HapyxeHo, yto HSP40wn HSP60 meHULIbI
cuJibHEe MHAYLIMPOBAIMCH B OTBET Ha OMOTUYECKUIA
CTpecc, B TO BpeMsl KakK IIPEACTaBUTENIM IPYIUX Ce-
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MmelictB HSP cuiibHee oTBedajli Ha aOMOTUYECKUIA
ctpecc [95].

@dunoreHeTUYeCKUii aHanm3 reHoB HSF u HSP
pa3HBIX BUIOB pacTeHUIT ITOKa3al UX TECHYIO CBSI3b C
opToJioraMu MojeabHOro pacteHus Arabidopsis. UH-
TEPECHO OTMETUTh, YTO OOJILIIOE YMCJIO HOBBIX TEHOB
oOHapy:keHO TakxKe B ceMmeiictBax HSF, sHSP n
HSP70, obpa3oBaBIIMXCS B pe3yjbTaTe TaHIECMHOMN
nyrmkauuu. IlokasaHo, yro reHel HSF, sHSP,
HSP60wn HSP70 nposiBISIIOT BLICOKYIO YYBCTBUTEJIb-
HOCTb K Y@ U CBEeTy BBICOKOM MHTEHCUBHOCTHU. Ta-
KUM o0Opa3oM, oOueBMAHA pOJIb CJIOXHOI CeTu
HSP/HSF B 3amuTe pacTeHuii OT OKUCIUTEIBHOTO
crpecca. [IpeacraBurenu cemeiicte reHoB HSP/HSF
SIBJISIIOTCS. OOHUMM U3 OCHOBHBIX I'€HOB, Y4aCTBYIO-
IUX B GOPMUPOBAHUU YCTOMYMBOCTU pACTEHUI K
TEIJIOBOMY U IPYTMM BUOAaM CTpecca.

3AKJIFOYEHHME

Pacrenus BeipaboTanu pasandyHbIe CTpaTeTny Ha
MOP(dOJIOTMYECKOM, aHATOMWYECKOM, (PU3HOJIOTHYC-
CKOM, (hEHOJIOTMYECKOM M MOJIEKYJISIPHOM YPOBHSIX
JIJIs1 TIPEOAOJICHUSI CTPECCOBBIX cuTyanuii. Ha Moseky-
JIIPHOM YPOBHE PAaCTeHUSI pearupyloT Ha OKHUCIUTEb-
HBII CTpeCcC C MOMOUIBIO PEryIsiliMA TPAHCKPUITLIUU
cTpeccoBhIX OeikoB, BKiodass HSP. HSP npenorBpa-
IIAIOT arperainuyio 6eaKka U BOCCTaHABIMBAIOT (PYyHK-
LIMOHAJIBHYIO CTPYKTYPY ITOBPEXIEHHBIX OCIKOB U
KJIETOYHBIIA TOMEOCTa3 B CTPECCOBBIX CUTYallMsX.
Conepxanue oonpmmHcTBa HSP moBhIaeTcs mmpu
pPa3JIMYHBIX OMOTUYECKUX U aOMOTUYECKUX CTpeccax,
B TO BpeMsI KaK CoAepKaH1e HEKOTOPHIX U3 HUX CHU-
xaercs [94]. bonee Toro, HSP B kauecTBe manepo-
HOB TaKXe WUTPaloT poJib B CTAOMJILHOCTU MeMOpaH
[105], ncnionb3yror ADK B KauecTBe CUTHAJTLHOM MOJIe-
KyJIbl M cHIKaloT comepxkanue ADK, nmosblias akThB-
HOCTb aHTHOKCUAAHTHBIX (pepmenTOB [15, 106, 107].

Bce HSP xonmpyiorcs ssnpoM 1 HOCTYHAIOT He TOJNb-
KO B LIMTOILIA3MY, HO M B OpraHesuIbl KIeToK. Hapyiie-
HUSI (POTOCMHTETUYECKOTO U JbIXaTeJIbHOTO MeTabo-
JI3Ma IpU TEIJIOBOM CTPECCE BBI3BIBAIOT YBEIMYCHUE
A®K 1 uaMeHeHUsI OKUCIUTETbHO-BOCCTAHOBUTENb-
HOTo cTaTyca B XJIOPOILJIACTaX U MUTOXOHAPUSIX, UTO
aktuBupyeT HSP-3aBucuMble IIyTH, CUCTEMBI IOIJIO-
meHust ADK 1 perporpaaHyo repenady CUrHajios [ 14,
108, 109]. Haubosiee xopollo oOxapakKTepU30BaHBI
HSP xmopomiacToB, cBSI3aHHBIE C TpaHCIOKaluei
0esIKoB B opraHesuibl, Takue kak HSP93 (Takxke 060-
3HavaeMbiii ClpC), HSP70 u HSP90 [108]. OHu
YY4acTBYIOT B pa3BepThIBAHUM 1 CBOpauYMBaHUU OeJI-
KOB-ITIPEAIIIECTBEHHUKOB 1 IECTBYIOT COBMECTHO C
YOUKBUTUH-TIPOTEACOMHOMN CUCTEMOM MPU KOHTPO-
Jie KadyecTBa 6enka. MMMmopt 6eJIKOB B XJIOPOILIACTHI
TakK>Ke TECHO CBSI3aH C peTpOorpaaHoi nepegadyeii Cur-
HasoB [14]. Iloka3zaHo, yto aBa Oenka Hsc70-1 u
cpHsc70-2 crabuibHO acCOLMUPOBAHBI C TPAHCIIO-
KOHOM 000J109KM xsioporuiacTa [ 108].
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®axkTopel HSF nepBoHayaibHO ObLIN OIIpeAesie-
HBI KaK peryiasiTopbl TpaHCKpUILuu reHoB HSP. On-
HAKO B ITOC/IeIHEE BpeMs ITOJIy4eHEI 10Ka3aTe/IbCTBA,
paccMmaTtpuBampmue HSF B kauecTBe OCHOBHBIX KOM-
IMMOHEHTOB 1IeTiell epenayy CUrHajaa Npyu pas3audHbIX
a0MOTUYECKUX CTPECcCcax, OTJIMYHBIX OT TEIJIOBOIO
cTpecca, I03TOMY MOXKHO ITPeInonoXuTh, uto HSF nr-
paloT KPUTHUYECKM BaXKHYIO POJIb B KOOPAWHAIIMM U
ajanTalury K MHOXECTBEHHBIM aOMOTUYECKUM CTPEC-
cam [41, 51]. HSF pacrenuii BXOIsIT B COCTaB CJIOX-
HBIX, MHOTOYPOBHEBBIX PETYJISITOPHBIX CUCTEM, KO-
TOpble KOOPAMHUPYIOT KIIETOYHBLIC MOJICKYJISIpDHBIE
peakuny Ha U3MEHSIOIINECS YCIOBUSI OKPYXKaAIOIICH
cpenbl, BKJIIoYasi cTpeccoBbie Bo3aeiicTBus. [Ipenmno-
JIaraloT, YTO yBeJIMYeHue uurcia reHoB HSF u ux 3a-
MeTHasg (pyHKOMOHaIbHAasg TUBepCcUPUKAINAS OBIITHN
MOCJACACTBUSAMU afanTalluy pacTeHUil K OOUMTaHUIO
Ha cylle B Xxoze 3Bojonun [48].

A®DK gBisiloTCSI OCHOBHBIMM ~ yYaCTHUKaMU
CTPECCOBBIX peakllMii, KOTOpble TECHO B3auMoJeii-
ctBy1oT ¢ HSF-3aBucumoii perynsueii. Ilepekpect-
Hble B3aUMOJIEICTBUSI MEXY IMYTSIMU Tlepenadyu CUr-
HaioB HSF n AD®K npoucxogdr Ha HECKOJIbKUX
YPOBHSIX. DKCIIpeccHusi OoJIbIIMHCTBA TeHoB HSF,
WHIYLUUPOBAHHBIX CTPECCOM, TaKXe DPEryaupyercs
ADK, a nexkoropeie HSF, takue xak HSFA2 u
HSFA4A, moryt dochopunupoBarbesi MAP-kuHa-
3amu, ctumyaupoBaHHbIMU ADK. Ilepokcun Bomo-
polla MOXET OKMCJISITh OCTaTKU LIMCTeMHa B OeKax
HSF, cTtabunusupyoimux roMo- Wiu rerepoTpume-
pbl HSF. ®@aktopst HSF (HSFA4A unu HSFAS8) mo-
TYT omocpenoBarh pacrio3HaBaHne ADPK 1 akTUBU-
poBaTh TpaHcKpuMniuio [12, 48].

HSF vHayuupyoT TpaHCKPUIILIMIO psia TeHOB-
MMUILIEHEN, TAKUX KaK TeHbl aHTMOKCUIAHTHBIX (hep-
MeHTOB U ipyrux TF, yyacTByIo1IMX B OKMCIUTETBHO-
BOCCTAaHOBUTEJIbHOM KOHTPOJIE, YTO MOXKET YMEHb-
math HakoruieHue ADK. TakuM oOpa3oM, aKTUBa-
uusa gerokcudpukauuu APK cHuxaer comepxkaHue
A®DK u oKUCIUTEIbHBIE TOBPEXKACHUS KIETKU, UYTO
ocnabsier curHaibl APK 1 mpUBOIUT K peryisiiiuu
10 MeXaHU3My 00paTHOM cBs3M [15].

TangemMHas nyIuIMKalysl T€HOB, ITIO-BUANMOMY,
UrpacT OCHOBHYIO POJIb B YBEJIMYEHU U pa3HOOOpa3us
ceMmeiicTBa reHOB HSP7(0, MOBBIIIAIOIIETO YCTOMI-
BOCTb PaCT€HUI, U COMIACYETCS C TUIIOTE30M O TOM,
yto HSP70 sBasieTcst oMHUM M3 OCHOBHBIX KOMIIO-
HEHTOB YCTOMUYMBOCTU pacTeHuil K crpeccy. IIpen-
MoJIaraoT, 9YTo pa3zHooOpas3ue reHoB HSFy pacTeHMit
MOTJIO BO3HUKHYThH B pe3yJibTaTe COObITUI TyIJIMKa-
UM BCEro T'eHOMa, KOTOPBIE MMEJIM MECTO B XOIe
sBomonnu. Hammpumep, caurtaeTcs, 4To mpolecc aji-
JIONOJUILIONAN3alY (TTOJUIUIOUAU3AlUsT 3a CYEeT
COEIMHEHMS LeJIbIX HEPOACTBEHHBIX TEHOMOB) BHO-
CUT 3HAYMTEbHBIN BKJIAJ B pacllIUpEHUE CEMEICTB
reHoB HSF, 4TO UCKIIIOYMTEIBHO BaXKHO IS afanTa-
1 ¥ BBDKMBAEMOCTH B PA3JIMYHBIX YCIOBUSIX OKPY-
Xaromreit cpensr [110].

MOIJIEKVJIAPHAA BUOJIOTUA

YpesMmepHasT aKcripeccHus TeHoB ceMericTtBa sHSP
1 HSP70 B CTpecCOBBIX YCIOBUSIX, IIPUBOISIIAS K U3~
ObITOYHOMY cofepxkaHuio HSP, MoXeT Cliy>kuTb UH-
JIMKATOPOM OKHMCJIMTEIBHOTO CTPECCa U peaKIIuu Op-
raHW3MOB Ha CTPECC U MCIIOJb30BaThCs B CEIbCKOM
XO3SICTBE, a TaKXKe IJIST OLEGHKM BO3IECMCTBUSI Ha
OKPYXaIOIIyIO Cpemy.

CnocoOHOCTh 0CHalJISITh MHOBpeXmarolnue 3¢-
(eKTBl U COXpaHSITh KJIETOUHBIA rOMEOCTa3 pacre-
HUI1, TTIOABEPraloIMXCcs Pa3IUIHbIM HEeOaronpusT-
HBIM BO3IIEeMCTBUSM, nenaeT HekoTopele HSP 1 HSF
OCOOEHHO TIPMBJIEKATEIbHBIMU IS TIOBBILICHUS
YCTOMUYMBOCTU K MHOXECTBEHHBIM WJIU JaxKe KOMOU-
HUpOBaHHBIM cTpeccam [ 111]. Mcrionb3oBaHne METO-
JIOB TeHETUYECKOM MHXXEHEPUU 1 TEHOMHOTIO pelaK-
TUPOBAHUS IMO3BOIMIO Ucnoyib3oBaTh HSF st mo-
BBILIEHUSI YCTOMYMBOCTA PAaCTEeHUII K CTPECCOBBIM
ycioBuSM. Tak, yCTOMYMBOCTh K KOMOMHAIIASIM pa3-
JIMYHBIX BUIOB CTpecca IojlyueHa IIpU CBEpPXIKC-
npeccuu reHoB HSFA2 [70] wnu HSFA4A [73]. O6-
cykmatorcsl Tipenactasutenn cemerictea HSF, mep-
CHEKTUBHBIC JJIs1 TTOBBIIICHUSI YCTOMUYMBOCTU parica
(B. napus) X MHOXECTBEHHBIM cTpeccaMm [112]. Dtu
JIaHHbIE WTIOCTPUPYIOT BaXKHOCTh M 3HAYEHUE U3Y-
yenust HSP u HSF o1 mpakTryeckoro ucnoiab3oBa-
Hus1. OgHAKO HEOOXOMMMEL JaJbHEHIIIe NCClIeaoBa-
HUSI, KOTOPBIE MO3BOJISIT OLIEHUTD I10JIE3HOCTh MEHEE
n3BecTHbIX HSF mis co3maHus XejaeMbIX MpU3HA-
KOB Y KOHKPETHBIX KYJIBTYD.

HccaepoBaHue BEINOJIHEHO MpU moaaepkke Poc-
cuiickoro HaydyHoro ¢gonzaa (rpant Ne 23 24 00486).

Hacrosimass padora BbIIIoIHEHa O3 IpHBIeYe-
HUS IO NN JKUBOTHBIX B KAUeCTBE OOBEKTOB HC-
cleq0oBaHUIA.

ABTOp 3asBJIsIET 00 OTCYTCTBUU KOH(MDIUKTA UHTE-
pecos.
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The Role of Heat Shock Proteins in Plant Protection
from Oxidative Stress

N. P. Yurina*

Bach Institute of Biochemistry, Federal Research Center “Fundamentals of Biotechnology”, Russian Academy of Sciences,
Moscow, 119071 Russia

*e-mail: nyurina@inbi.ras.ru

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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