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Paccmompenvi ocobennocmu QYHKUUOHUPOBAHUS Wanepo-
Hoe HSP90 6 cucmeme beako6oco ordunea u pecyrayuu
cneyuguueckux cyocmpamos, y4acmeyouux ¢ mpaHcoyk-
YUl CUCHAN08 U pecyAsyul pPa3iuiHbIX KAeMOUHbIX Npo-
yeccos. Onucana mpoiinas poav HSP90 npu cmpecce:
CBA3bl6aAHUE NOBPENCOCHHBIX 0AK08 U HANPAGAeHUe UX HA
pechoadune uau deepadauuro; peyisiyus cmpeccogou UH-
OYKUUU 2eH08 MENA08020 WOKA; U U3MEHEeHUEe NPOpamMMbl
eennoll sxcnpeccuu. Ha ocnose pesyrvmamoe uccaedosa-
Hutl modeavHoeo euda Arabidopsis thaliana nokazaua poas
HSP90 6 noddepycanuu cmabuavhocmu pocma u mopgo-
2eHe3a pacmenull, NAACMUYHOCIU DA3GUMUS U MeXAHU3-
max cmouxocmu. Ilpedcmaenena modens 3aumodeticm-
sus hynkyuti HSP90 npu Hopmanshbix ycaosusx u cmpecce.

Karouesvte caosa: waneponvr HSP90, 6eaxoeviii eomeoc-
mas, gheHomunuueckue eapuayuu, cmaduAbHOCMb PA3GU-
mus, peakuyus mennoeoeo uoxka, Arabidopsis.

Benenue. benku terutoBoro moka 90k[a (heat-shock
protein 90, HSP90) sBasitoTcsi 4acTblo CUCTEMBI MO-
JIEKYJISIDHBIX TIaTiepOHOB, OTBEYAlOUIei 3a MpruodpeTe-
HUe W MoaaepkaHue OeJKaMy KJIeTKM (DYHKIMOHAIb-
Hoii cTpykTypbl. Ilpu stom HSP90, B oTamuume ot
JIPYTUX IIalepOHOB, XapaKTEepPU3YIOTCs CyOCTpaTHOM
crnietiuyHOCTBIO [1]. Y MHOTOKJIETOUHBIX CoaepXKa-
Hue HSP90 nipu HOpMasbHBIX YCIOBUSIX COCTABJISIET 1O
1—2 % pacTBOPUMBIX OEJIKOB KJICTKM M B HEKOTOPOit
CTeNeH!U YBeJIUYMBaeTCs mpu cTpecce [2].

HSP90 dynkumoHnupyer B Buae Aumepa B KOoTe-
pauuu ¢ manepoHom HSP70, ko-manepoHamMu M KO-
dakropamu. ATda3HbIii 1IMKI obecreuynBaeT (QYyHK-
LIMOHAJIbHYIO aKTUBHOCTb OuMMepa, Toraa kak HSP70,
KO-IIAepOHbl U KO-(aKTOPhI OIPEAEIIIOT KOH(pUTY-
pauuto MoJekyiasipHoit mammHbel HSP90, a Takxe
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KJIETOUHBIC TPOLECCH M CyOCTpaThl, Ha KOTOpbIE Ha-
MpaBjicHa ero akTuBHOCTH [1, 3-6]. CBasbiBanue AT®
MHAYLMPYeT KOHTAKT Mexxny ATM-cBs3bIBalOIIMMU caii-
TamMu JBYX cyobenuHuil aumepa HSP90, BTopuuHyio
IUMEpU3alio U HU3MeHEeHHe KOoHMOpMalluM CcaMoro
marepoHa M KoHdopMaluu cBsi3aHHOTO Oeika. Caiir
cBsi3biBaHusg AT® B N-TepMUHAJIBHOM JOMEHE MOJe-
KyJibl UMEET HEeOObIUHOE CTpoeHMe U CBs3biBaeT ATD
aJIeHO3MHOM BHU3 KO JHY, a yY-pocharom — K TTOBEpX-
HOCTM TJIyOOKOro «kKapmaHa» [3]. DTo majao BO3MOXK-
HOCTb TMOM00paTh Psii BHICOKOCTIELIM(MUUHBIX MWHTUOU-
TopoB (dyHkuuoHuposanuss HSP90, takux xax renga-
HamutivH (IHA), panuuukon (PAL), moHouwumiuH I,
HoBoOMoIMH U 1p. (geldanamycin, radicicol, monocil-
lin I, novobiocin). O6paboTka UHTMOUTOPAMU J1a€T BO3-
MOXHOCTb CHMXXEHMSI (DYHKIMOHATBHON aKTUBHOCTU
Bcex HSP90 xieTky, 9TO HIMPOKO MCIOJNB3YETCS MC-
clieIoBaTeNIsIMA KaK MHCTPYMEHT M3yuyeHUsl 0a30BbIX
KJIETOUHBIX (DYHKIIMH 1IAIIEPOHOB M 3aBUCSIIUX OT HUX
npoueccoB. Kpome Toro, mis usydyeHuss GyHKUMI die-
HOB CEMEeICTBA IIIMPOKO UCTIONB3YIOTCS MYTaHTBI C Hapy-
LIeHHOI 3Kcrpeccueil reHoB 1 PHK-mHTepdepenus.

3HauMTEIbHBIN MpOrpecc B U3yYEHUU OCOOEHHOCTEN
dynkumnonuposanuss HSP90 B nmocieqHue nBa aecsaTu-
JIeTUsT (CHavajxa ¢ UCIOJIb30BaHUEM MPOXOKEN W XKUBOT-
HBIX CHUCTEM, TIO33Ke — PACTEHMIT) MpUBEN K (GOPMHUPO-
BaHUIO NBYX (yHIAMEHTaJIbHBIX HarpapieHuii. bosee
TPaIMIIMOHHOE HallpaBJeHue, CBSI3aHHOE C y4acTHeM
cuctembl HSP/1ianepoHoB B cTpeccoBoOii peakiuu, 10-
noyHwIoCh nipeactaBieHneM o HSP90-3aBucumom Me-
XaHu3Mme ee aptoperyssiuuu [7, 8]. Hpyras yacTbh uc-
CJIeIOBAaHUI TIpMBeEJIa K MOHUMAHUIO 3HAYeHMs TaHHOTO
ceMeiicTBa B Pery/Isiiy CTAOWJIBHOCTU M TUTACTUYHOCTH
pocta u passutusg [9—13]. [IpemroxkeHb MomesM Ka-
HalmM3auuMu pasButusi, npeactasisionime HSPI0 kak
«xab» (LIEHTpaJIbHBII y3€JI, OT aHIJI. hub) peryasiTopHbIX

ISSN 0564—3783. LHlumonoeus u eenemura. 2019. T. 53. Ne 2



mnmyTeit, 0ydep mpoTUB CTOXaCTUYECKUX MPOLIECCOB U Te-
HETUYECKUX u3MeHeHuit [6, 11, 14, 15].

BrbisiBIeHHBIE 3aKOHOMEPHOCTH UMEIOT YHUBEPCATb-
HBIN XapakTep W, BMECTe C TeM, creluduiecKkrue oco-
OCHHOCTM y pa3HbIX TPYNIT OPraHU3MOB. Y pacTeHMI
0oJiblIIasl YacTh MCCAENOBAHUI MPOBOAUTCS C UCMOJb-
30BaHMEM MOJAeIbHOro Buma Arabidopsis thaliana. Ce-
meiictBo HSP90 y atoro Buma Bkitouaer 7 4ieHOB: 4 u3
HUX JIOKAQJIM30BaHbI B IIUTO30JI€ U SIIPE, U IO OJHOMY —
B IUIaCTUAAX, MUTOXOHAPUSX W IHAOIMIA3MATUYECKOM
perukyiyme (OP) [16]. LwurosonsHbie AtHSP90-2,
AtHSP90-3 u AtHSP90-4 BBICOKO TOMOJIOTMYHBI, HX
CHHTE3 TOJICPXKUBAETCSI B KJIETKAX Ha BHICOKOM YPOB-
HE TPU HOPMAJIbHBIX YCJOBUSIX U MOXKET YCUJIMBAThLCS
npu crpecce, Toraa kak AtHSP90-1 gsnsiercs uuayum-
oenpHBIM [17, 18].

B mannoM 00630pe aBTOp 0OCY:KHAeT JaHHBIE JIUTE-
paTypbl 1 OPUTMHAJIbHBIX UCCAENOBAHUI W TMpeaiaraet
MOJiesib, 00beAuHsoILYI0 pazauuHbie ponu HSPI0 B
Tpolieccax pocTa U pa3BUTHS PACTEHUWI TIPU HOPMasIb-
HBIX YCJIOBUSIX U CTpecce.

VYyactue B o0mem oanuare Oeaka. [Ipu Hop-
MaJIbHBIX YCJIOBMSIX CUCTeMa IIANepoHOB OTBEYaeT 3a
onIMHT HOBOCMHTE3MPOBAHHBIX OCJIKOB, IMOIICpKa-
HUE Pa3BEPHYTHIX TMOJUMENTUAHBIX LIENeil Mpu TpaHC-
MOPTUPOBKE MEXAY KJIETOUHBIMU KOMITAPTMEHTAMMU,
cOOpKY OJIMTOMEPOB, MOJEIUPOBAHUE OCITKOBBIX KOMII-
JIEKCOB, HaIlpaBJicHWE Ha TMPOTEOJU3 U Apyrue (yHK-
111, obecrieurBarolre MoaaepXaHue KadecTBa Oejika
kiaetku. Ponb manepoHoB HSP90 B co3peBaHuu Oe-
KOB COCTOMT B M30MpaTeJbHOM CBSI3bIBAHWUM OIpee-
JICHHBIX CYOCTpaToOB Ha IOCIEIHUX CTAAUSIX (DOJITUH-
ra B OJIM3KOM K HAaTMBHOMY WJIM HAaTUBHOM COCTOSI-
Huu [19]. Bmecte ¢ TeM, y 2yKapuoT (POJIUHT HOBO-
CHHTE3MPOBAHHBIX OEJIKOB HE SIBJIIETCS TIaBHOM (DyHK-
nuei gaHHoro cemeiictBa. CriocooHocts HSP90 oGpa-
30BbIBaTh aCCOLIMATHI C OTPEACIEeHHBIMU OeJIKaMU TPU-
BeJla K TOHMMaHMIO UX CyOCTpaTHON crelu@UIHOCTH.

Cyo6ctpatnas cnenupuunocts. K cyoctparam HSP90
OTHOCSIT O€JIKM, CO3peBaHHe, CTA0MIM3alus M KOH-
dopmaliMoHHAas Peryysiiusl KOTOPBIX TPEOYIOT ydacTust
marnepoHa. MaciuTabHblii aHAJIM3 MPOTeoMa U TreHoMa
Ipoxckeit Saccharomyces cerevisiae nmoxkazan, 4yro 10—
20 % 6eNKOB MOTYT MPSIMO WY OTIOCPENOBAHO 3aBUCETh
B cBoeM (pyHkumoHupoBaHuu ot HSP90 [4, 6]. V Go-
Jiee M3YYEHHBIX TPOXKEBBIX U KUBOTHBIX MyTeil 3HAUU-
TebHYIO yacTh cyoctpatoB HSP90 cocraBisiior 6eiaku
Pa3IMYHBIX CUCTEM TPAHCAYKIIMU CUTHAJIOB, PETYIISIIKN
KJIETOYHOTO 1IMKJIa, TEHHON 3KCIIPEeCCUU U NIp., B TOM
YyUClie OIpeAesIieHHbIE PELEeNTOPbl, TPaHCKPUIIIMOH-
Hble (baKTOphbI, MPOTEMHKMHA3bl, MpoTeuHdocdaTassbl,
ructonbl, G-06enku, NO-cuHTaza, mutoxpom P450,
snureHetnyeckue gakrtopsl [1, 4-6]. Ocoboe MecTto B

Poav maneponoe HSP90 6 ycmotimueocmu u naacmu4Hocmu OHmMo2eHe3a pacmeHuil

9TOM pAdy 3aHUMalOT TPaHCKPUIILMOHHBLIC (baKTOpBI

ISSN 0564—3783. Humonoeus u eenemura. 2019. T. 53. Ne 2

TEIJIOBOTO 1I0Ka, YTO 0OCYXX/IaeTcsi B OTIEJIbHOM pa3-
nesie ob3opa.

Ot HSP90 Takke 3aBUCHUT CTaOMIM3aLIUSI KOMIIO-
HEHTOB, cOOpKa U (PyHKLIMOHMPOBAHMUE PSNA CIOXKHBIX
0EJIKOBBIX KOMILJIEKCOB, B TOM u4ucie: 26S-mporeaco-
Mbl [20], akTuH-opraHusytoiero 6eiaka N-WASP [21],
Teaomepasbl [22], kuHeroxopa, MIKPHK (snoRNA),
komiiekca RISC (RNA-iduced silencing complex) [23],
cyoenuuunbl pudbocom 40S [24], a Takxke KoMILIeKca
NELF (negative elongation factor complex), oTBeyaro-
1LIeTO 3a MOoIepXKaHKe TPAaHCKPUITIIMOHHOM 1ay3sl PHK-
nomuMmepassl 11 [25].

Cybctparsl HSP90 — BbICOKOMOJIEKYISIDHBIE MYJTb-
TUIOMEHHBIC OEJIKM, XapaKTepHON OCOOCHHOCTBIO KO-
TOPBIX SIBJISIETCSI HAJIMUME CTPYKTYPHO HEYMOPSIIOUYEH-
HBIX, KOH(OPMAIIMOHHO TMHAMUYHBIX y4acTKOB. CTpyK-
TypHasl JaOUJIbLHOCTb TaKWMX OEJIKOB HeoOXoauma st
BBITTOJTHEHUSI MU IIIMPOKOTO CITeKTpa (DYHKIIWIA, B3a-
MMOJICICTBUSI C PAa3IMUHBIMU TapTHEpPaMU, Tepeaadyu
CUTHAJIOB, KOHTPOJSI M PETYJISLMU BHYTPUKIETOYHBIX
npoteccoB [26]. Kak npaBuiio, Takue OEJIKU SIBJISIIOTCS
KOpoTKoXUuBYIMMHU [2]. Accounanust ¢ HSP90 npuso-
JIAT K UX CTaOWIM3ALIMK, 3allUTe OT Aerpagali U Ipuoo-
PETeHNIO KOMITIETEHTHOCTU K BOCIIPUSITUIO CUTHAJA ITy-
TEM CBSI3bIBAHUS JIMTaHOa (CTepouIHbIe TOpMOHBI, ATD,
LUKJIUHBI, TeMMbI, Ca?*-KaabMOAYJIVH U JIp.) U/WJIN B3a-
MMOIENCTBUS ¢ APyTMMHU OenkamMu-naptaepamu [1, 6].

CrocoOCTBysI CO3PEBAHMIO M OCYILECTBIISISI KOH(POP-
MalIMOHHYIO peryJisiuio oenkoB-kiameHToB, HSP90 oka-
3bIBAETCS BOBJICUEHHBIM B PETYJISILIMIO MHOXECTBA MPO-
1IeCCOB, TaKMX KaK TPAHCAYKIIMSI CUTHAJIOB, PEMOIETH-
pOBaHME XpOMAaTUHA, TPAHCKPUIILIVS, TPAHCIISLINS, BHYT-
PUKJICTOYHBINA TPAHCITOPT, NEJICHUE KIETOK, METaMop-
¢o3, cTpeccoBasi peakiius, pernapaiusl MOBPeKIEHHbIX
MOJIEKYJI, TIPOTEO0JIN3, CTapeHWe, UMMYHHbBI OTBET U
.. [1, 5, 6, 15]. B pesynbrare, 1mamnepoH CTaHOBUTCSI
«PEryJIUPOBUIMKOM Ha MEPEKPECTKE» MyTell Pa3IvuuHbIX
MPOLIECCOB POCTa M Pa3BUTHUSI OpraHU3Ma.

Cnucok 6enkoB-kiaueHToB HSP90 y pactenuit Ha
JMAHHBIM MOMEHT 3HAaYUTEJbHO KOpoue, OYEeBUIHO,
BCJIEICTBME MEHBIINX YCUJIUI PACTUTENbHBIX OUOJIO-
TOB B 9TOM HampaBjieHUU. TeM He MeHee, OH yxXe CO-
IepP>KUT LEJIbId PsiI MeTacTaOUJIbHBIX OEJIKOB, MIParo-
IIMX BaXHYIO POJIb B JKU3HENEATETbHOCTH PACTUTEIb-
HOU KJIETKM W opraHm3ma. VX TiepedeHb, COCTaBIICH-
HblIl HA OCHOBE JNAHHBIX JIUTEPATYpbl U JIEKTPOHHOM
6a3bl BioGRID (https://thebiogrid.org/) mpuBeneH B
tabmute (http://cytgen.com/articles/5320056.pdf).Ana-
JI3 TabJIMIIBI TTOKa3bIBAeT, YTO Oenku-kiaueHTsl HSP90
Yy pacTeHUil Y4YacTBYIOT B PETYJSILIUM CTPECCOBOI pe-
aKlLMM, Tepexoe MeprucTeMaTUUYeCKNX KIETOK K Iud-
depenuupoBke, npoueccuare MPHK, smurenernuec-
KUX MeXaHMW3MaX, BHYTPUKIETOYHOM TPAHCIIOPTE, MO-
OYJISIIAA aKTUBHOCTH OEJIKOB U (hepMEHTOB, TPOTEO-
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COM-3aBUCHMOIi Jlerpasalnu O6eJKOB KJIETOUHOTO 1MK-
Jla M UMpPKaJAHbIX PUTMOB, OMOreHe3e MeMOpaH, MeTa-
0oJM3Me TOJIMcaXapuIoB M KUPHBIX KHUCIOT, TOPMO-
HaJIbHOM CUTHAJIMHTe, BOCIPUSTUU W TIepenavye CHT-
Haja mnaTtoreHoB. Takoe pa3zHooOpa3ue TMpolecCcoB
cBUIETENbCTBYET 0 BaxkHoctTh HSP90 B ompeneneHuu
MyTA Pa3BUTHUSI U PE3UCTEHTHOCTU PACTUTEIBLHOTO Op-
raHu3Ma. PaccMOTpuUM HECKOJIBKO TTPUMEPOB.

[lanepon AtHSP90-7 (GRP94, SHD), nokanuso-
BaHHBII B DP, HeoOXxoaum i (PYyHKILIMOHMPOBAHUS
PELENTOPHOTO KOMILIeKCa ¢ KMHAa3HON aKTMBHOCTBIO
CLV1/CLV2/CLV3, rne CLVI/CLV2 — TpaHcmeMO-
paHHbIe OeJIKM C BHEKJIETOUHbIMU nomMeHamu, CLV3 —
CeKpeTUpYyeMbIil auran [56]. YuacTBys B MEXKIIETOY-
HBIX KOMMYHUKAIIMSIX, KOMITUIEKC UTPAaeT BaXKHYIO POJIb B
ornpeeIeHU UISHTUIHOCTH MEPUCTEMAaTHYECKUX KJITe-
TOK, B YaCTHOCTH, CTEOJIEBOrO arekca U omnpeaeeHuun
BpeMeHM LBeTeHus [67, 68]. Myraumm 1Mo COOTBET-
CTBYIOIIMM T€HaM TPHUBOAIT K MOPGHOJIOTMUECKUM JIe-
dekTam crTebsisi U KOpHSI, pa3pacTaHuio (aopaibHON
MEpPUCTEMbI M MHOXECTBEHHBIM HApYyLIEHUSIM CTpOe-
HMS 1IBETKOB, B YaCTHOCTH, YBEJIMUYEHMIO KOJMYECTBA
LIBETOYHBIX OpraHoB. IlomoOHbIe HapylleHus HaOJI0-
JTaTv TakKe TIPU MyTaIlluu 10 TeHy IarepoHa shd [56].
Kpome Toro, Ha roMeocTas cTebsieBoii MEPUCTEMbI MO-
IYT BAMSATH 1UTO30JbHbIe HSP90 (c ko-1manepoHoM
SQN) uepes B3aumoneiicteue ¢ ARGONAUTEI] (AGO1)
[46, 69]. Kontpomupys aktuBHOcTh AGO1, HSP90-
SQN oka3bIiBaeTCsl BOBJICUEHHBIM B 3MUTEHETUUYECKYIO
perynsiuvio MopdoreHesa [48]. Eie ogHuUM mipuMepoM
HSP90-3aBrCMMOrO 3MUIeHeTUYECKOT0 MEeXxaHU3Ma SiB-
nsetcss komruieke RISC [46, 47].

ITonyuensl nokazarenbcrBa yyactus HSP90 B TpaHc-
IYKIUU TOPMOHAJIBHBIX CUTHAJIOB OPacCMHOCTEPOUIOB
(bP), aykcuHa M >XacMOHOBOM KMCJIOThHI. Tak, OT 1ua-
TepoHa 3aBUCUT BHYTPUKIIETOUHAS JIOKATMU3AIU U aK-
TUBHOCTb KMHa3bl BIN2 u TpaHcKpunimoHHOro dak-
topa BES1 — KJI104eBBIX KOMIIOHEHTOB PETYJISITOPHOIO
mytu BP [36—39]. Hapyiienue BP-peryisiiyy npuBoaut
K CYHIECTBEHHBIM (DEHOTUITMYECKUM WU3MEHEHUSIM —
KapJIMKOBOCTH PACTeHUI, UBMEHEHUIO (DOPMBI, pa3Mme-
POB M 1IBETa JIMCThEB, M3MEHEHMIO peaKilMyM Ha Kpac-
Hbelii cBeT U TemHoty [37, 70]. IlokazareinbHO, 4TO
beHoTUNIMYECKME U3MEHEHMS, TTOM00HbBIC N3MEHEHUSIM
Yy MYTaHTOB bin2 u besl, BCTpeyaauchb y pacTeHUii, ae-
(GUUMTHBIX MO OTAENbHBIM 1IMTO301bHBIM HSP90 [11,
12, 36] ¥ 1Ipy MHTMOMPOBAHUU IIATIEPOHA C TTOMOILBIO
antudbuoTtukos [10, 71, 72].

HenaBHo mosiyueHHBIE pe3yibTaThl MCCIIEIOBAHUIA
ayKCHH-3aBUCUMBIX MPOLECCOB YyKa3blBalOT Ha TO, YTO
HSPI90 coBmectHO ¢ ko-1ianepoHoM SGT1 crabunu-
3upyeT Ko-peuenrtop aykcuHa TIR1 [41—43]. Penermn-
topHblii Komruiekc TIR1/AFB2 mnocne cBs3biBaHUs
TOPMOHA 3aMycKaeT paspyllieHue PernpeccopoB TpaHC-
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KPUMIUM ayKCUH-3aBUCUMBIX TeHOB Aux/IAA. UHru-
OupoBaHMWe IlarepoHa MNpeAoTBpallaeT SACPHYIO JIO-
kanuzauuio TIR1, mpuBoauT K ero gerpagaiydu 1M Ha-
pYIIEHNIO pocTOBOTO OTBeTa. [10JOOHBIN MeXaHU3M ¢
ydyactheM MranepoHHoro komruiekca SGT1b—HSP70—
HSP90 mnpenmnosaraercs v JUisl pelienTopa KacMOHO-
Boit kucinotel COIl [44].

Ot HSP90 3aBucut Takke cOOpKa M aKTUBHOCTb
HEKOTOPBIX KOMIIOHEHTOB YOMKBUTHH-TIPOTEACOMHOTO
nyTtu niporeosusa [20, 35, 40]. U3BecTHO, 4TO YOUKBU-
TUHUPOBAHUE BOBJIEYEHO BO MHOTHME TPOLIECCHI MeTa-
601M3Ma, TPaHCIISIIUY, BHYTPUKIETOUHOTO TPAHCIIOPTA,
repenayu CUTHAJIOB, CTPECCOBOTO M MMMYHHOTO OTBE-
ToB. Harpumep, mMyTtaiuu rno reHaM yOMKBUTHMH-IpOTea-
COMHOIO MexaHusMa y A. thaliana G1OKUPYIOT pa3BUTHE,
LIMPKaJHBIE PUTMBI, (hoTOMOpPGhoreHe3, (propaabHbIi ro-
MEO03HC, TOPMOHAILHBIN OTBET M cTapeHue [73].

K cyocrpatam HSP90 takke otHocutes psia R (re-
sistance)-0eJKOB, 00eCIIeurBalOIINX YCTOMUMBOCTh pac-
TeHMII K maToreHaMm, B ToMm uncie NLR-OGenku, Ha3bI-
BaeMble TaK M3-3a COICPXKAIIUXCS B HUX KOHCEPBATHB-
HbIX JoMeHOB (nucleotide binding domain, leucine-rich
repeat, NBD-LRR) [60, 63, 74]. LRR-moMeHBI 3THX
0eJKOB y3HAIOT 3((MEeKTOPHI MATOTEHOB, YTO TTPUBOINT
K 3amycky 3ammurtHoro mexanusma. HSP90 cosmecTHO
¢ ko-manepoHamMu RAR1 u SGTI1 ocyuiecTBasiior pe-
TYJISILIMIO BHYTPUKIIETOUHOTO COAEpKaHUsI, CTAOMIbHOC-
™ U (QYHKUMOHUPOBaHUS 3TUX OenkoB [61, 63]. UH-
rMOMpOBaHMe IIATIEpOHa MPUBOAUT K OBICTPOM Ierpa-
Januu R-0GeskoB M CHUDKEHUIO UMMYHMTETA PACTeHUI.

Takum obOpa3om, MCXOAsd U3 MHOTOYMCIEHHOCTU U
pa3zHoOoOpa3nst OETKOB-KJIMEHTOB, CTAHOBUTCS OYEeBUI-
HbIM, YTO CHUXeHUEe (QYHKIMOHAIBHON aKTUBHOCTU
HSP90 nomxkHO MpUBOAMTL K HApYUIEHWIO MHOXECTBa
PEryJIsITOPHBIX MyTeil M COOTBETCTBYIOLIMX IMPOLECCOB
poCTa, pa3BUTHS U PE3UCTEHTHOCTH.

Posp B KaHamm3amuu passutus. JlokaszaTesbCTBOM
TOr0, YTO Pa3BUTUE OPraHU3MOB KaHAJIM30BaHO, MO-
KeT CIYXKUTh MOCTOSIHCTBO (DeHOTUIA AMKOro tuma [75].
HopMmanbsHoe (opmMoobpa3oBaHue SIBISIETCS pe3yibTa-
TOM MOP(MOTeHETHUECKOI MPOTrpaMMbl, COOTBETCTBYIO-
e ycaoBusiM cpenbl. TeM He MeHee, MCCleA0BaHUs
MHOTOKJIETOUHBIX OpPraHMW3MOB TOKa3bIBAalOT, 4TO Te-
HETUYECKN MACHTUYHBIE 0cOOM (KJIOHBI OOHOTO Opra-
HU3Ma, W30TeHHBIE JUHUM) Jaxke MPU CTPOTOM CTaH-
JApTU3ALMK YCJIOBUI BBIpALIMBAHUS HAIOT CYILIECTBEH-
Hble Bapuanuu ¢GopMbl M Pa3MEpoB B paMKax HOp-
MajJbHOTO (PEHOTHUIIa, KOTOphbie TIpacUIYeCKd MOXKHO
MPEJCTaBUTh B BHIE KPUBOW HOPMAJIBHOTO pacripele-
JneHust [76]. DrTo sBIeHWEe OCOOCHHO BBIPAXKECHO Y
pacTeHuii B CBSI3U C HEMPEPBIBHBIM POCTOM Ha TPO-
TSDKEHUM BCETO OHTOTeHe3a, BaprabebHOCTHIO YMCIIeH-
HOCTH, pa3MepoB, TEMITOB 0Opa30BaHUSI U B3aWMHOTO
PACITOJIOXKEHUST MOAYJIEH M COCTABIISTIOIIMX MX DJIEMEH-
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ToB [77, 78]. HecTabuabHOCTL pa3BUTHSI SBIsieTCS (yH-
JIAaMEHTaJIbHBIM CBOMCTBOM BCEX Pa3BUBAIOLIMXCS CUC-
T€M, KOHTPOJMPYETCS M UCIOJb3yeTcsl KieTkon [79].
CuuTaeTcsi, 4TO oOMNpeaejeHHass BHYTPEHHsSISI HecTa-
OMJIBHOCTD JaeT OpraHM3My MPEeUMYIIECTBO TpU (GIyK-
TyalusX BHELIHEH cpemdbl, T.€. SBISIETCS alalTUBHOW.
Tem He MeHee, MpUpOJA 3TOTO SIBJIEHUSI, KaK U Me-
XaHU3MBI TIO/IEPXKAHUST OIPEICSIEHHOTO YPOBHSI CTO-
XaCTUYHOCTHU OCTaIOTCSI Majlo U3yYEHHBIMU.

PaccmarpuBaloT gBa MCTOYHMKA HECTaOWJIBHOCTU
pa3BUTHS: BHEIIHUM — CJIydailHble JOKaJIbHbIe (DIIyK-
Tyalluu cpeibl U BHYTPEHHMI — BEPOSITHOCTHBIM Xa-
pakTep COOBITMII Ha BCEX YPOBHSX OpraHuM3alvu Ouo-
JIOTUYECKOU cuctembl [76, 79]. BHyTpeHHsis1 cToxac-
TUYHOCTh OOYCJIOBJIEHA TaKUMU SIBJICHUSIMU, KaK Terl-
JioBbIe (DJIYKTYallMU CTPYKTYPbI MOJIEKYJ, XaOTUYHOCTh
nuddysun, ciayyailHblil XapakTep U3MEHEHMII KOHLIEHT-
paluy MOJIEKYJT U MOJIEKYJISIPHBIX B3aUMOJAECHCTBUI BO
BpeMEHU M IIPOCTPAHCTBE, (PIyKTyallun MeMOpPaHHOIO
MOTeHIIMada, KO-adalnTUPOBAHHOCTbh METa00JIMYeCKUX
nyreit u T.1. K BHYTpEHHUM CTOXaCTMUYECKHUM IIpO-
1eccaM MOXKHO TakKXKe OTHECTH CTOXaCTUYHOCTb FeHHOM
aKkcnpeccuu [80] U OTACIbHBIX MOJEKYISIPHBIX COOBITUIA
OMOXMMUYECKUX MpolieccoB [79], TMHAMUUYHBIN XapakK-
Tep OeJIOK-0eJTKOBBIX B3aMMOAEHCTBUI 7], a TaKKe KOH-
(opmarnoHHble GIyKTYaluu 6eJKOBBIX MoOJieKy [81].

B xonTekcTe paccmarpuBaeMoil IpoOeMbl BasKHOM
ocobeHHOCThIO OenkoB-kaueHToB HSPI0 sBastercst mx
BbICOKasi KoH(opmalroHHast JadowibHOCTh. Crioco6-
HOCTb 1IAaMIEPOHOB CTAOWUIM3UPOBATH CTPYKTYpY pe-
TYJISITOPHBIX O€JIKOB MO3BOJIMJIA paccMaTpuBaTh WX B
KavyecTBe OyepHOI CHUCTEMbl, OTPAHUYMBAIONICH BIIM-
SJHUE€ MUHOPHBIX BapuvallMil BHYTPEHHEW W BHEIIHEW
cpeibl U TEM CaMbIM CTaOWJIM3MPYIOLIEH MPOUECCHI
pocta u pasButusg [10—12]. Takas poap HSP90 mo-
JKeT OBITh BBISIBJIEHA 4epe3 TMOBBIIIEHNE YYBCTBUTEIb-
HOCTM K MepTypOaumsiM cpelbl W HeCTaOMJIbHOCTHU
pa3BUTHUSL TIPU CHUKEHUM AaKTUBHOCTM IlIAMepoHa —
€CTeCTBEHHOI WM BhIHYXIeHHoI. [lpu 3ToM B Kaue-
CTBE Mepbl HECTAOMIBLHOCTH MCTIOJIB3YIOTCS Pa3IuyHbIe
KayeCTBEHHbIE M KOJMYECTBEHHbIE TPU3HAKMU, TaKue
Kak TOBbIIEHUE (EHOTUTMYECKON BapuabeIbHOCTH,
nosipjieHrue Mop(o30B, AECUHXPOHU3ALIMUS POCTa U pa3-
BUTHUSI 0OCOOEH, CHUXEHHUE TOUYHOCTU (HOPMUPOBAHUS
TTOBTOPSIIOIINUXCS U CUMMETPUYHBIX CTPYKTYPHBIX 3Ji€-
MEHTOB, yBeJuueHue KoadduiimeHTa Bapuauuu Koau-
YECTBEHHBIX MOP(OJIOTUUECKUX TPU3HAKOB U (PU3UO-
JIOTUYECKUX OTBETOB U JP.

Hzyuenue 3aBucsimnx or HSP90 npoueccos myrem
MoAaBJEeHUSI UX (DPYHKIMOHATBLHON aKTUBHOCTU C TO-
MOIIBIO CcHelru(pUIECKUX HHTUOUTOPOB Yy paCTEHUIA,
Kak TIpaBWJIO, TIPOBOAUTCSI HA MPOPOCTKAX U3-3a OBICT-
po¥i [ne3akTuBallMM aHTUOMOTUKOB Ha cBeTy. Ha
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BBI3BIBAIOT ycUJieHUEe (DeHOTUITUYECKON TeTepOreHHOC-
T MPOPOCTKOB U30JMPOBaHHBIX JuHuii [10]. [JobaBie-
HUEe aHTUOMOTMKOB B Cpemay IS BbIpalllUBaHUS TIPU-
BOIWJIO K TIOSIBJIGHUIO Hapsay ¢ HOPMaJbHBIMU (heHO-
TUIIAMU HEKOTOPOIl MOJIM TPOPOCTKOB CO 3HAYUTE]Ib-
HBIMU MOP(MOJOTUYECKUMU OTKJIOHEHUSIMU. BbIsIBIEH-
Hble OTKJIOHEHMS 3aTparuBaiv opmy, pa3Mepbl, B3a-
MMHOE PACITOJIOKEHWE M IIBET CEeMSIONeil M TepBBIX
HACTOSIIIUX JIUCThEB; (POopMy, JUIMHY, OPUEHTAIUIO U
LIBET TUITOKOTWJISI; HaIpaBieHUEe pocTa KOPHS, KOJu-
YeCTBO KOPHEBBIX BOJIOCKOB; (hopMy M pa3Mepbl BCEro
npopocTka. [Ipu aToM cTpykTypHO He3aBucuMbIe [JIA
u PAJl BbI3bIBaIM CXOXHUE M3MEHEHUs. B Haimx skc-
MepUMeHTax yCcWieHue BapuadbeJbHOCTH (HEeHOTUNOB
npu uHruoupoBanuu HSPI90 peructpupoBanioch Kak
1O 10303aBUCUMOMY YBEJIWYCHUIO TOJIM TTPOPOCTKOB C
BBIPAXXEHHBIMU MOP(HOJIOTMUYECKUMU OTKIIOHEHUSIMU U
HUX PazHOOOpa3uio, Tak U MO PaCIIMPEHUIO Auana3oHa
TeMmIioB pocta [71, 72].

[nsg aHamm3a ¢yHKOUM Oejlka Ha NPOTSLKeHUN
BCEro OHTOreHe3a ucIojb3ylorcs RNAi-mmHum m my-
TaHThl A. thaliana ¢ HapyllleHUEeM TeHHOW 3KCIIPecCUu
4JeHOB ceMeiicTBa. ITOCKOJbKY TeHBbI, KOIMPYIOIIWe
1uto3onbHbie HSP90, BBICOKO TOMOJIOTMUHBI MEXIY
coboii, PHK-nnTepdepeHINs ¢ MCIIOIL30BAaHUEM IBYX-
uenoyeyHoit uHTepdepupyoweiit PHK (RNAi) naer
BO3MOXHOCTb YMEHBIIUTb KOJIMYECTBO HECKOJBKUX M30-
dopm B kietke [12, 82]. IIpu stom KoHCcTpykumm RNAI
C pa3HOW CTeNMEeHbIO WIACHTUYHOCTU K pa3HbiM HSPI0
MO3BOJISIA CHU3UTh YPOBEHb MX 3Kcmpeccuu B 1,5—2
paza. IlombiTku momyuuTh TpaHchopmaHTel ¢ RNAI,
MaKCHMaJIbHO MHTeP(HEPUPYIOLILHi ¢ 9KCIIPecCHeil Beex
4-X LMTO30JIbHBIX U30hopM A. thaliana, okazanvch He-
yaauHbiMu [12]. TTo-BUAMMOMY, KECTKOE MOJAaBIICHUE
cuHTe3a Beex 1nuTo30ibHbIX HSP90 npuBoauT K norepe
JKM3HECTTOCOOHOCTU PACTUTENILHOTO OpraHu3Ma, 4to Co-
rjacyetcsl ¢ mpejcTaBieHeM o cyuiectBeHHoct HSP90
IUIs1 9yKapuoT. Tak, rOMO3UTOTHbIE MyTallUM IO O0OMM
reHaM HSPS2y S. cerevisiae wim enuHcTBeHHOMY HSPS3
y Drosophila siBnsitorcst netanbHbiMu [83, 84].

Tpancrennbie T-JAHK-nuuuu (MHCcepurOHHbIE MY-
TaHTbI) ¢ HapylleHUueM (GYHKIIMOHUPOBAHUSI OJHOTO U3
yeThipex 1MUTO30JbHBIX HSP90 B 1enom coxpaHsiiu
JKM3HECNocoOHOoCTh. BMecTe ¢ TeM, oTMevaioch yBeu-
YeHUE JOJM HETPOPOCIINX ceMsiH: oKoio 40 % y my-
TaHTa Mo MHAYUUGenbHOMY Athsp90-1 v 15 % y myTtaH-
TOB IO T€HaM, 3KCIPECCUPYEMbIM KOHCTUTYTUBHO [11].
AHanu3 3apojiblleil HEMPOPOCHIMX CeMsIH BBISIBUJ 3Ha-
YUTEJIbHbIE HapylIeHUS MOPGOIOTHM, KOTOPhIE BKIIIO-
yanu Takue abeppalru, Kak I1e30praHM30BaHHbIi POCT
M pa3pbIBbl LEHTPAJIBLHONW YacTW KOpPHs, IOSIBICHHUE
BTOPOTO 3apOJIbIILIEBOTO KOPHSI, HApyIIEHWE CTPOCHMUS
ceMsIoJIeid U OpTaHM3alMK MPOBOISIINMX IyYKOB, IBa
CPOCIUMXCS 3aponbllia ¢ ofHoi cemsnoneit [11]. Yuu-
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ThIBasi aKTMBHYIO 3KCITPECCUIO 3TUX TEHOB B Xoje ¢Gop-
MUpPOBAHMSI 3apojblllia M CO3peBaHUS ceMeHu |[85],
MOXHO TIpearnoyiaraTb UX HEOOXOMMMOCThb IS HOp-
MaJIbHOTO 3MOpHOTeHe3a.

[Ipopociime cemeHa Bcex RNAi- u T-JAHK-1unwmit
B OCHOBHOM MPOAYLIMPOBAIU 3[10POBbIE MPOPOCTKU C
¢deHoTunoM OuKoro tuma. Bmecte ¢ Tem, yacTb mpo-
POCTKOB MMeJia HapyIIeHUs OT CJa0bIX 10 3HAYUTE]Ib-
Hbix [11, 12]. CpaBHenue T-JAHK- u RNAi-nmuHuit BbI-
SIBUJIO TUITMYHBIE 711 000MX TUIOB JMHUN U3MEHEHUSI
[12]. Bmecte ¢ TeM, crieKTp (peHOTHUIIOB M 4acTOTa UX
MOSIBJIEHUSI MMEJI OMPEeNeICHHYIO crenuduKy y pas-
HbIX JuHuil. Tak, y Athsp90-2 u Athsp90-3 otmevaiu
yacToe TMOsIBIEHUE TMPOPOCTKOB C 3aMeIJIEHHbIM pas-
BUTUEM U Y3KUMU JIUCTbsIMU [12], y Athsp90-4 — nedek-
Tl KopHeit [11]. YV Athsp90-1 namMeHeHHbIe (PEHOTHUITBI
XapaKTepU30BaJIMCh IUPOKUM Pa3HOOOpPa3neM OTKJIO-
HeHMil 0e3 nmpeobiamgaHus KaKux-ambo u3 Hux [12].

Ananus B3pocabix RNAi- u T-JIHK-pacTrenuit mo-
kazan, yto or HSPY90 3aBucaT pas3nmmaHble IPOLECCHI
¢dopmooOpa3oBaHMsI Ha pa3HbIX CTaJAUsSIX OHTOTEHE3a.
Tak, CHUXXeHHWE HAMOJHEHHOCTH KJIETOYHOro Tyjia
HSP90 y RNAi-1vMHMII TTpUBOAUIO K HEKOTOPOM 3a-
Nep>KKe IBETEHUST M CHUKEHUIO CeMEHHOM TTPOAYKTHB-
HOCTHM, M3MEHEHUIO KOJWYECTBA JIUCThEB PO3ETKU, UX
pa3MepoB, BBICOThI PACTeHUIt, KOJUYECTBA CTPYYKOB U
NPYTUX KOJIMYECTBEHHBIX Ipu3HakoB [12, 82]. Ilpak-
TAYECKU TTOJIOBUHA PACTEHHMI MMejla HapylleHUs aru-
KaJIbHOTO JOMUHUPOBAHMS. Y HEOOJBIION YacTU OCO-
0eit hopMUPOBATUCH LIBETOHOCHI, CPOCILIMECS B HUXKHEMH
4yacTU U pacxonsiuuecs BBepxy [12]. B Hammx skcnepu-
MEHTax HapylleHUe almMKaJbHOTO TOMUHMPOBAHMS Ha-
omonanoch u 'y T-JAHK-nunuit Athsp90-1 n Athsp90-4
(Heory0JIMKOBaHHbBIC TaHHBIE).

DeHOMHBII aHaU3 pacTeHuit Athsp90.2-3 ¢ Toueu-
Hoif myTanmeil B AT®-cBA3bIBAIONIEM TOMEHE BBISBUII
OoJiblliee MO CPABHEHUIO C JUKUM TUIIOM KOJUYECTBO
JINCTbEB PO3ETKU U CTEOJIEBBIX JIMCTHEB, a TakXke TOo-
SIBJICHUE 1IBETKOB C YBEJIMUYEHHBIM KOJMUYECTBOM Yallle-
JMCTUKOB [46]. B pabote Samakovli et al. [11] y B3poc-
abix  ¢deHorunoB T-JAHK-auHuUii mo 1MTO30JbHBIM
HSP90 BblesieHO HECKOJIbKO KJIACCOB OTKJIOHEHWi B
pa3Butuum U MopdoreHese. Kiacchl BKIIOYaId Takue
M3MEHEHUs, KaK MaJleHbKUII pa3Mep pacTeHUs BILIOTh
JI0 KapJIMKOBOCTHU; M3MEHEHHWE KoJinuecTBa U (hOpMbI
PO3ETOUYHbIX JINCTHEB; MU3MEHEHUE Pa3MepoB U (POPMbI
PO3ETKM; OTCYTCTBME WJIM 3a/epXKKa pa3BUTHS IIBETO-
HOCa, KOPOTKHWI IIBETOHOC, OOJIBIIOE YMUCIO KOPOT-
KUX LIBETOHOCOB Y ONIHOW 0OCOOM, MOJN3YUIUN 1IBETO-
HOC, PacTyIMil He M3 LEHTpa PO3ETKU. Y HEKOTOPBIX
0co0eil po3eTOYHbIC JIMCTbSI ObUIM CHJILHO Aedopmu-
pPOBaHbl M pa3BUBAJIMCh Ha Pa3HBIX YPOBHSX, HaOJIO-
Jlajjach 3HAUYMTeNIbHAas 3a/lepKKa pa3BUTUSI U HU3Kas
CeMEeHHasl TMPOAYKTUBHOCTb. [IpumeuarenbHo, 4TO y
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B3pOCJIBIX 0co0eil MyTaHTOB Asp90 10 pa3HbBIM TeHam
Takxke HaOIofaIuch Kak cxoxue (HEeHOTUITMYECKUE
U3MEHEHUs, TaK U crieluduueckie. AHaJIN3 HECKOJb-
kux nokojienuit T-JAHK-nuHuMii nmoxkasan, 4Tto Bblfe-
JIEHHBIE B OTHEJbHbIE KJIACChl (DEHOTUITMYECKHE M3Me-
HEHUsI He 3aKPeIUIsSIMCh reHeTuuecku. M3 ceMsiH, co0-
PaHHBIX C PAaCTeHUI BBIIEJIEHHBIX KJIACCOB, TMOJIydYaan
BeCh CITEKTp (DEHOTHUIIOB, XapaKTEePHBIX B LIEJIOM LIS
naHHOW uHuu [11].

Oco0blit MHTEpEC BbI3bIBAET €NMHCTBEHHbIN Y A. thali-
ana vaayunoenbHbli yieH AtHSP90-1. Jiunus Athsp90-1
XapaKTepu30BaJlach OOJIbIIEH J0Jeil HEeXHU3HECIoco0-
HBIX CeMSIH U JIe(heKTHBIX 3apObIIIeli B HUX, ITO CPaBHE-
HMIO C MyTaHTaMM 1o KOHCTUTYTUBHbIM HSP90, a takke
paHHel rubesyibl0 YacTu IPOPOCTKOB M HEKOTOPOM 3a-
IePKKOU pocTa M pa3BuThs [11]. DTOT reH oTandyaeTcs
HM3KMM YPOBHEM KOHCTUTYTMBHOM 3KCIIPECCUU B TIEpU-
O/l aKTUBHOT'O pOCTa MU BMECTe C TeM MHTEHCUBHO JKC-
MIpeccupyeTcsi B 3apobllle CO3PeBaIOLIEro ceMeHu [85].
B 1iesoM, 5T0 yKasbIBaeT Ha TO, YTO MHAYIIUOETbHBII
AtHSP90-1 pmaxke B HM3KMX KOHLEHTPALMSX SIBJISIETCS
CYLIECTBEHHBIM IJIs1 CTAOUIBLHOTO POCTa U HOPMAJIbHO-
ro ¢popMooOpa3oBaHUsl pacTeHUs, HO 0OCOOEHHO He00-
XOIWM B IEepUO SMOPHOTeHe3a U CO3pEBAHUST CEMEHU.

Wzyuenne HSP90 opraHesn Takke MpoaeMOHCTPU-
pOBaJIO UX BIUSIHUE HAa POCT U MopdoreHe3 pacTeHUit
yepe3 MX B3aMMOJEHCTBUE C JIOKAIbHBIMU CyOCTpaTa-
mu. [Ipn 3TOM heHOTUITMYECKHE TTOCIEACTBHS BBIKITIO-
YeHUs CMHTE3a IIarepOHOB OpraHeslI UMeJIM CBOM OCO-
O0eHHOCTU. B 4acTHOCTM, TOMO3UTOTHbIE HOKAyT-MyTa-
vy mactunHoro AtHSP90-5 y A. thaliana npuBoauiu
K HapylIeHWIO dMOpUoreHe3a M MoTepe KU3HEeCIoco0-
HocTu ceMsH. Kocympeccusi COOTBETCTBYIOUIETO TeHa,
He Bl Ha 3aKJaAKy OpraHOB, BbI3blBaJla YMEHbIIIE-
HUE pa3MepoB JIMCTOBOI PO3ETKU, U3MEHEHUe MeTabo-
Jiu3Ma Kpaxmaja, HapylleHue (HOpMUPOBAHUS XJIOPO-
rracToB [86].

AtHSP90-7, nokanuzoBaHHbIi B DP, Bauser Ha
ornpeneeHue pasMepa MEPUCTEMbl U €€ OpraHU3aluIo,
y4acTByeT B OMOTeHe3e MeMOpaH M pa3JIMYHbIX OuO-
CUHTETUYECKUX Tpolieccax (Tabnauia). Myrauust shep-
herd mo 3TOMy O€JIKy MPUBOIMAA K 3HAUUTEIbHBIM Ha-
pYLIEHUSIM KOPHEBOIi, cTeOyieBOil U (paopaJbHOU Me-
PUCTEM, a TaKXKe K IoTepe (hepTUILHOCTU MbLUIbLIBI [56].

Takum obpa3om, cHuxeHue aktuBHoctu HSPIO,
TE€HETUYECKHU WJIU C TOMOIIbI0 MHTMOUTOPOB, BbI3bIBA-
€T y MPaKTUYeCKWU M3OTeHHBbIX JUHUN TPU ONTHMaJb-
HBIX YCJIOBUSIX yBeJqWyeHUe (PeHOTUMMYEeCKOl Bapua-
0eJbHOCTH, BIUIOTH JIO CYLIECTBEHHBIX OTKJIOHEHU OT
CTaHAAPTHOTO (beHOTHIIA, HA MPOTSKEHUHM BCETO OHTO-
reHesa. DTO TONTBEPXAAaeT yyacThe JAHHOTO ceMeii-
CTBa B ONpeaeieHuu MOPGhOTeHETUIECKOM TTPOTPaAMMBI
Pa3BUTHS U CITIOCOOHOCTh TTPOTHUBOAEMCTBOBATH CTOXAC-
THYecKUM Tiporieccam. Llupokuii ciekTp Mopdooru-
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YECKUX BapUalMil MPpU CHUXKEHUU aKTUBHOCTH/KOJIM-
yectBa HSP90 MoxeT 0OBACHSATHCS pazHOOOpazvem
OEJIKOB-KJIMEHTOB Y  COOTBETCTBYIOIIMX KJIETOYHBIX
TIPOIIECCOB, a TaKXe BEPOSATHOCTHBIM XapaKTepOM MO-
JIEKYJIIPHBIX CcOObITUI. YacTo (eHOTUIbI, MOSIBISIO-
muyecs mpu nonasieHuu aktuBHocth HSP90, MoxHO
paccMaTpuBaTh KaK KOMMM MYTAHTOB IO OeJKaM-KJI-
eHTaMm (Tabnuia). Ocoboe BHUMaHNUE MPUBJIEKAIOT MOP-
(osormyeckrie HapylIEHUsI, HATTOMUHAOIINE Ne(HEKTHI
10 TOMEO3UCHbBIM T€HaM, TaKue KaK U3MEHEHUE Yncia u
APXUTEKTYPbl CTPYKTYPHBIX KOMIIOHEHTOB (M3MEHEHUE
yycaa CeMsIoNie U PO3eTOYHBIX JIMCThEB OXHOTO TTO-
psnaKa, GIopalbHBIX OPraHOB, MHOTOYPOBHEBbIE PO3€ET-
KU U 1p.). [IpumeyatesbHO, YTO MOsIBJIeHUE Ne(eKTOB,
CXOXMX C AeheKTaMU MPY TOMEO3UCHBIX MyTallUsIX, TaK-
Ke HaOmonanu npu nHruouposanun HSP90 y xuBot-
HbIxX Drosophila w Danio rerio |9, 87].

CrefyeT MOMYEPKHYTb, UYTO pPa3IMyHblE JIMHUU A.
thaliana, nepuuntHbele mo HSP90, OGonbiieir yacTbio
dopmupoBanu QEHOTUTIBI AMKOTO TUMA U (EHOTUIIbI
CO CXOXXUMU OTKJIOHEHUSIMH. DTO MOXKET OBITb Pe3yJIb-
TaTOM YaCTUYHOTO TepeKpbiBaHUsl (YHKIMI OTHe]b-
HBIX U30(pOpM, T.€. OMpPEaeIeHHONH N30BITOYHOCTU IIUTO-
3oibHBIX HSP90 y pacrenmii, 4yto, oueBuaHO, obecre-
YMBaeT «3arac MPOYHOCTH» NAHHOU OydepHOil cucte-
Mbl. C Jpyroii CTOpPOHbI, MOSIBAEHUE Creln(puIecKux
(beHOTUTIOB y OTAENbHBIX JUHUI MO3BOJISIET MPEAIOoJI0-
KWUTbh, YTO BBIOOP CyOCTpaTa M TMOAIepKaHUe COOTBET-
CTBYIOILIETO KJIETOYHOTO TPOLIECCa MOXET OIPEACISIThCS
KakK OCOOEHHOCTSIMU (DYHKIIMOHUPOBAHUST OTAEIbHBIX
HSP90, tak 1 ypoBHEM MX CyMMapHOI aKTHUBHOCTH.

OtnenbHast cepusl DKCIEPUMEHTOB KacaeTcsl U3Me-
HEHHUsI YPOBHSI BHYTpEeHHel HecTabuiIbHOCTH. JIJ1st 3TOTO,
B OCHOBHOM MCIOJIb30BIMCh YMEPEHHbIE MU3MEHEHMUSI
TEMIEPATYPHBIX YCIOBUM, HE BbI3bIBAIOLKUE CTPECCOBOM
nHayknun HSP. PesynbTaThl mokasaiu, 4TO MPU TEM-
nepatype 27 °C y IpopOoCTKOB OIUKOTO TUTa A. thaliana
MOSBISUIUCH (DEHOTUMUYECKHE OTKJIOHEHMUSI, MTOT0OHbIe
TeM, KOTOpble HaOJIOIalIuCh IIpU WHIMOMPOBAHUU
HSP90 antu6buotukamu [10] u omnucaHel B JaHHOM
paznese Bbie. KpoMe Toro mokazaHo, 4To 0opadoTka
npopocTtkoB mpu 27 °C u 32 °C pasau4Hoil Tpomos-
XKUTEJbHOCTA WHAYLMpOBaja oOpa3oBaHUE pPa3HOO0-
pa3HbBIX MOP(MOJIOTMYECKUX W3MEHEHHMI Y B3POCIHbIX
pacTeHuii, MOJOOHBIX U3MEHEHUSIM Y MYTaHTOB Asp90,
OIMCaHMe KOTOPBIX Takke mpuBeacHO Boiiie [11]. Ta-
KWe pe3yJbTaThl MPUBEIN K BBIBOMY, YTO MOBBIILIEHHAs
TeMIlepaTypa cama Io cebe MOXKET BBI3BIBATH (HOPMU-
poBanme HSP90-3aBucumeix ¢penorumnos [10, 11]. Dto
MOXeT ObITb CBsi3aHO ¢ mepekaoueHueM HSP90 ¢ o6-
CIIy>KMBaHMS CIielM(UIYecKUX CyOCTpaToOB Ha CBSI3bIBa-
HUE NEeHATypUPOBAHHBIX OEJTKOB, B M30BITKE HaKaIlIU-
BaIOIIMXCS B KJIETKE MO BIUSTHUEM BBICOKOM TeMITepa-
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Typhl [7, 88]. [Ipu 3TOM, TUIIOTETUYECKU, OCTA0JIEHHBII
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CUTHaJI MOXET B Oosibllieil Mepe MHTepdepupoBaTh C
BHYTpPEHHE HecTaOWIbHOCTBIO [15]. MoxHO Tpearno-
JIOXUTb, YTO YCUJIEHHUE CTOXAaCTUYHOCTU CHIUXKAET CIO-
cobHoctb HSP90 cBsi3biBaTh M CTAOMIM3UPOBATH CYO-
CTpaThl, TEM CaMbIM BHOCS AucOaiaHC B COOTBETCTBY-
IollIMe peryJsiTopHble mpoiiecchl. Kpome Toro, ot tem-
nepaTypbl 3aBUCUT KOH(MOpMallMOHHAs J1aOUIbHOCTD
HATUBHO HECTPYKTYPUPOBAHHBIX OEJIKOB, OOYCIOBICH-
Hasi HU3KUM coJepXKaHUeM TUAPO(MOOHBIX aMUHOKMC-
JIOTHBIX OCTaTKOB U OOJILIIIUM CYMMapHbIM (HEKOMITEH-
cUpoBaHHBIM) 3apsaoM. IloBblllIeHHE TemIlepaTyphbl B
(hU3MOTOTMYECKOM IMAra30He MOXET BBI3bIBATb y TAKMX
0esIKkoB 00paTMoe 00pa3oBaHUE BTOPUYHBIX CTPYKTYD
[89], uTo, B cBOIO Ouepeb, JOJKHO CYIIECTBEHHO BJI-
STh HA WX B3aMMOJEHCTBUE C IIANepOHAMU U IPYTUMU
TapTHEpaMu.

Ecnu yBennueHune (peHOTUMMYECKOI BapruabebHOC-
TA TIpU TIOBBILIEHHOW TeMIIepaType CBSI3aHO CO CHM-
xeHueM KosnuuectBa Mosiekyn HSP90, crmocoGHbIx
00CIyXMBaTh CyOCTpaTHBIE O€JIKM, TO MCKYCCTBEHHOE
YMEHbIIIEHUE HAIOJIHEHHOCTH KiieTouHoro myna HSP90
JIOJIKHO BbI3bIBaTh ycuiieHue addexra. [loarsepxkie-
HUE 3TOMY MoJlyuyeHO ¢ ucrojb3zoBaHueM T-JIHK- u
RNAi-muHnii. Tak, TeraoBast o0pab0oTKa MyTaHTOB, Ie-
(GUIUMTHBIX 1O OTHEAbHBIM HSP90, npuBoaWIa K TOMY,
YTO MOPGOJIOTMYECKHE U3MEHEHUSI TTOSIBIISTUCH B OOJTb-
1IeM KOJWYecTBE W OblIM 0oJiee BbIPAXEHHBIMU T10
cpaBHeHMIO ¢ OukKuM TtunoM [11]. IlpumeuarenbHo,
YTO, YEM paHbIlIe paCTEHUSs IOIABEPrajucCh JCHCTBUIO
BBICOKOI TeMIlepaTypbl, U 4eM O0oJyiee 3HAYMTEIbHOM
OblJ1a 103a BO3ACUCTBUSI, TeM OOJblle M3MEHEHHBIX
dbeHOTUIIOB MOSIBILIOCH: 10 ~30 % y IMKOrO TUIIA U 10
~85 % y Athsp90-1. O6paboTka mpopocTKoB Tpu 32 °C
BbI3bIBAJIa 3a/IEPKKY Pa3BUTHUSI, TUIIEPTPODUPOBAHHBIN
noaumopdusM ¢GHEHOTUIIOB U paHHIo rubdenb. de-
HOTUMNNYECKUEe N3MEHEeHUs Y MpopocTKOoB RNAi-nmrHMi
Tak>Ke 3aBUCEJIM OT TeMIlepaTyphbl BbIpalllMBaHUS — T10-
BBILLIEHHOM WJIW MMOHMXKEHHOM. YacToTa BOSHUKHOBEHUSI
onHuX GeHoTunoB Bo3pactana npu 27 °C (Hampumep,
Y3KUe JIMCThSI, OTCYTCTBUE CTEOJEBON MEPUCTEMBI WU
OIHOTO M3 HACTOSIIMX JIMCTheB), Apyrux — mpu 17 °C
(HampuMep, HakoruieHue (pHUOIeTOBOTO MUrMeHTa) [12].
Takum 00pa3om, CHUXKEHUE AKTUBHOCTM KJIETOUHOTO
nyna HSP90 ycunuBaer necrabunusupymoliiee aeicT-
BUE TeMIIepaTypPHbIX U3MeHeHMIi. Takue pe3ysibTaThl fe-
MoHcTpupyloT B3aumosneiicteue HSP90 co cpemoit B
ornpeneeHu YpoBHS (HE)CTaOMJIbHOCTU Pa3BUTUS U
JKM3HECIIOCOOHOCTU pacTUTEIbHOro opranusma. Cum-
TalT, YTO TOBbIIIEHNE (DEHOTUITMUYECKOTO pa3HOOoOpa-
31l TIpPU UBMEHEHUSIX Cpefibl 1aeT BO3MOXKHOCTb OTOOpa
PACKpPBIBIIMXCS aJaNTUBHBIX (HOpPM 0e3 TreHeTHMUeCKOit
u3MeHuuBocTu [11].

Pousib B heHoTUNHYECKO# MIacTHYHOCTH. [TOCKOBKY
noHsATHE «(heHOTUI» 0003HAYaET COBOKYITHOCTb BHYT-
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PEHHUX W BHEIIHMX IPU3HAKOB U CBOMCTB 0COOM,
dopMUpyIOIIUXCS B MPOLECCe B3aMMOJEHCTBUSI TE€HO-
TUIIA C BHELIHEW Cpenoil, Jio0ble M3MEHEHUs B OTBET
Ha BHEIIHME CTUMYJBI — MeTabojmdeckue, (pU3noIo-
rudeckre, Mopdojornyeckue — SIBISIOTCS MPOsIBIE-
HueM deHoTunuueckoi miactuuHoctu [90, 91]. Cor-
JJACHO CJIOXMBIIMMCS TIPEACTABICHUSIM (DIYKTyallnu
BHEIIHUX (haKTOPOB HUXKE OMpeAe]eHHOro Mmopora ra-
caTcs OydhepHbBIMU CHCTEeMaMM KJIETKM, W Pa3BUTHE
UIeT Mo BBIOpaHHOW TpaekTopuu |75, 92]. M3mene-
Hue ¢akropa(-0B), MpeBHILIAIOLIEe MOPOT BOCIIPUSI-
THUsI, BBI3BIBAET AJ€KBATHBI OTBET UYBCTBUTEIbHBIX K
CUTHAJTy KOMITOHEHTOB KJIETOK M aJalTUBHbIE U3MEHE-
HUS (Hampumep, MHAYUUpPYeT M3MEHeHHe MeTadoJIM-
YeCKUX TyTell, TulacTUYecKHWe peakiuu, oOpa3oBaHUeE
TKaHeil u opraHoB). Takum o0Opa3oM, BbIOOP TPaeKTO-
pUM pa3BUTUS OpraHM3Ma B OIpEAECHHBI MOMEHT
BpEMEHM ompeesisieTcss MpedbIBAaHUEM COOTBETCTBYIO-
1IE CUTHAJIbHOW CUCTEMbl OMPEAECIECHHBIX KJIETOK Op-
raHu3Ma B COCTOSSHUM TOTOBHOCTM K BOCIIPHUSITHIO
BHEIIIHETO CUTHaJa BbIlIEe TOPOTOBOIO YPOBHSI.

IIpencrapnenue o ToM, uto manepousl HSP90 ac-
CUCTUPYIOT LIEJIOMY PsIly OJIKOB Pa3iMUHBIX CUTHAJb-
HBIX TIYTeil ¥ MOTYT OMpPEAessiTb KOMIIETEHTHOCTh I0-
CJICMHMX K BOCTIPUATHUIO U Tiepeaadye CUTHaIa, TPUBEJIO
K TIPEAMNOJIOKEHUIO, YTO JaHHOE CEMEMCTBO MOXKET
OIOCPENIOBAaTh BIWSIHUME Cpelbl Ha POCT U Pa3BUTHE
pacTUTeTbHOTO OopraHu3Ma. KMcxoms M3 aToro, CHUXKe-
HUe KoauyecTBa/akTMBHOCTM HSP90 momkHO mpuBo-
IUTh K CHCTEMHBIM H3MEHEHMSIM 3aBUCHUMBIX ITyTeil
TPAHCOYKLIMK KJIETOYHBIX CUTHAJIOB M 3KCIPECCUU CO-
OTBETCTBYIOIIMX TEHETUYECKUX MPOTPaMM, U B PE3YJib-
Tare, K MU3MEHEHMIO (PU3MOJIOTUIECKUX U MOpGhOreHe-
Thyeckux peakuuid. LlupokomacuiTabHblil  aHaIU3
TpanckpuntoB RNAi- u T-AHK-nmunuii A. thaliana non-
TBEPIUJI TaKKe TIPEACTABICHMS, TTOKA3aBIlIM, YTO y pac-
TeHUII co CHMXKeHHbIM ypoBHeM HSP90 mpeumyiect-
BEHHO WM3MEHSETCSl KCIIPeCCUsl TEHOB, O0ecTieunBaro-
IIMX OTBETHl HAa BHELIHUE CTUMYJHI [12]. B yactHOCTH,
OIpeNeieHO yBeJWYeHUEe KOJIMYeCcTBa TPAHCKPUIITOB,
YUYACTBYIOIIMX B peaKklUM PAacTeHUs] Ha BOIHBIN medu-
ouT, MexaHuamax neictBus ABK, OGuocuHTe3a xac-
MOHOBOI KHWCJIOTBI, a TakxKe OocJabjieHue 3KCIPEeCCUn
TeHOB OMOCHHTE3a CAJUILIMIOBOM KUCIOTHL. [Ipu sTOM
y RNAI-11uHMit ¢ peayuupOBaHHBIM YPOBHEM 3KCIIpeC-
cuu reHoB 1IMTo30s1bHbIX HSP90 n3zmenenus oo 6osiee
3HAYUTETLHBIMU TTO CPABHEHUIO ¢ MyTaAHTaAMM, HECYII-
MM HapylleHUus] MO OTAeJbHBIM TeHaM. AHaJIU3 JIOKY-
COB KOJIMYECTBEHHBbIX Tpu3HakoB (Quantitative Trait
Loci, QTLs) y RNAi-1uHuii cO CHUKEHHBIM Ha TPETh
ypoBHeM LUTO30JbHBIX HSP90) BBISIBUI TakKe JIOKY-
CBbI, 3aBUCHUMBIC OT IarepoHa [82]. ¥ myranra crés,
neduutHoro no ruactuaHomy AtHSP90-5, otmeuanu
CHIDKEHUE YPOBHSI 9KCITPECCUU TeHOB, KOMUPYIOIINX PSIJL
6enkoB (poTocuHTe3a [93].
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W3yuenue ¢usnonornuyeckux OTBeTOB A. thaliana
Ha BHELIHWE CTUMYJIBl TMPU CHUKEHUM aKTUBHOCTH
HSP90 npoaeMOHCTpUPOBAJIO CYIIECTBEHHOCTh llare-
pOHA JUTS TaKUX TUTACTUYECKUX AJalTUBHBIX PeaKIInid,
KakK pOCT TUITOKOTUJISI U KOPHSI B TEMHOTE, TPaBUTPO-
MUYecKas peakivsl KOpHS, TT03eJIeHEHWe CeMsIIoIei
MocJje MepeHeceHus] ITUOJUPOBAHHBIX MPOPOCTKOB Ha
cser [10]. Hampumep, obpabotka I'JIA mpuBommia K
3aME@/UICHHOMY pOCTY THUIOKOTWJISI B TEMHOTE W W3-
MEHsIIa CTeleHb BBIPaXKEHHOCTH WJIM IaxKe Hampablie-
HHUE TPaBUTPOITMUECKOM peakiun KopHsa. DopMupona-
HUE JUIMHHOTO TUIIOKOTWUJISI TIPpU KpPacHOM CBeTe Yy
¢cr§8 ¢ HapylleHHbIM CHUHTE30M IIarepoHa TILIACTHI
CBUJIETEJILCTBYET O €ro CyIEeCTBEHHOCTU sl (oTo-
mopdorenesa [94]. Takum 06pa3oM, KOHTPOJUPYS pa3-
JIMYHBIE PEryJIATOPHBIC IMYyTH, IIATIePOH YYacTBYET B pe-
TYJISIIUY TJIACTUYECKUX OTBETOB Ha BHELITHUE CTUMYJIBI.

Cradnim3anus pa3BUTHS NPH TeHETHYECKUX H3MeHe-
Huax. Cyutaercs, 4To (peHOTUN JAOCTATOYHO YCTOWYMB
K HeOombIIoMy (HMXKE OIpeAeIeHHOrO IMOpora) KOJu-
YeCcTBY T€HETMYEeCKUX u3MeHeHuit [95]. BepositHocTh
beHOTUNMMYEeCKUX M3MEHEHMIl yBEJMYUBaeTCsl B CIy-
yae, €CcJii HOBble BapuUaHThl T€HOB OTHOCSITCSI K pery-
JIATOPHBIM OesikaM. Jlaxke MMHUMaJbHble W3MEHEHUsI
aMUHOKHCJIOTHOM TIOC/IEIOBATEIbHOCTH Y TaKUX OEJIKOB
MOTYT CYIIECTBEHHO BJIMATb Ha MX CTPYKTYpY, aKTHB-
HOCTb, Ha 3aBUCHMBbIE OT HUX MIPOLIECCHI U, B pe3yJIbTare,
Ha poCT W pa3BUTHE oOpraHu3ma. Bmecre ¢ Tem,
TeHEeTMYECKUE NU3MEHEHMSI MOTYT HaXOIUThCS B CKPHITOM
COCTOSTHUM U TIPOSIBIIIThCS HA YPOBHE (PEHOTHTIA TOJBKO
MPpU OMpeAeSIeHHBIX YCITOBUsIX [96].

CornacHo runore3e Rutherford u Lindquist [9], npu
TeHETUYECKO M3MEHUYMBOCTU CYIIECTBYET BO3MOXKHOCTb
Toro, uro IanepoH HSP90, B3aumoneiictBys ¢ OGei-
KOM-KJIMEHTOM C YaCTMYHO M3MEHEHHOW aMMHOKMUCIIOT-
HOI1 TOCJIeIOBaTeIbHOCTBIO, OyIeT MOJIEPXUBATH €ro
B HOpPMAaJIbHOM (PYHKIIMOHAJIbHOI KOH(pOpMalUUU U
TeM CaMbIM CITOCOOCTBOBATb COKPBITHUIO T€HETUUYECKUX
U3MEHEeHU U (HOPMUPOBAHUIO HOPMAJIBLHOTO (DEHOTU-
na. Takag runoreTuyeckasi CIHOCOOHOCTb LIANIEPOHA
MpeACTaBIsIeT COO0I MOJIEKYISIPHBIN MEXaHU3M COKPbI-
TAST U HAKOIUIGHUS TeHeTu4ecKux u3MeHeHuit. Ilep-
Bbl€ I0KA3aTeJbCTBA CYILIECTBOBAHUS MTOJOOHOTO Mexa-
HusMma y Drosohila moka3anu, 4TO reHeTUYeCKUe M3Me-
HEHUST MOTYT OCTaBaThCS B CKPBITOM COCTOSIHUW TIPU
HopMaibHOM (yHKIIMOoHMpoBaHu HSP83 u mposisis-
ThCSI TIPU CHWKEHUW €T0 aKTMBHOCTM B cliydyae JIMOO
reTepO3UroTHOM MYyTallMu MO TeHy IuanepoHa (roMo-
3UTOTHI JIETAJIbHBI), JTU0O0 MpU UHIrMOMpoBaHuu [9].

Briocneactsuu cnocodbHocts HSP90 mnpotusoneii-
CTBOBaTh IMPOSIBJICHUIO TEHETUYECKOTO MoJnMopdusma
OblJ1a BBISIBJIEHA y Pa3HBIX OPraHU3MOB, BKJIIOYAsl pac-
teHuss. HecmoTpst Ha 1O, uto A. thaliana siBnsietTcst
CaMOOMBLIATEIEM, TTPUPOIHbBIC TTOMYJISILIUU 3TOTO BUIA
00HAapyXMBAIOT HEKOTOPbIe TEeHETUUECKKME Bapualuu 1
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deHorunmueckue paznmuuusi [97], 4TO MO3BOJIUIO BbI-
NIeJIATD psill 9KOTUTOB. CpaBHEHNE 9KOTUTIOB U CO3/IaH-
HBIX Ha UX OCHOBE PEKOMOMHAHTHBIX MHOpeaHbIX (PU)
JIMHUY TOATBEPAWIIO TeHETUUYECKYIO AeTePMUHMPOBAH-
HOCTbh cIeKTpa 3aBucuMBIX oT HSP90 mopdonormue-
CKMX U3MeHeHui y pacteHuii [10, 82, 98]. Tak, 3KOTUIIbI
n PU-munuu omimyanuch apyr ot apyra mo HSP90-
3aBUCUMBIM (DeHOTUIIAM U 4acToTe MX mosiBiaeHus [10].
Jlnama3oH 3aBUCHMOI OT LIArepoHa (PeHOTUITUIEeCKON
BapuabesbHocTH Yy PU-1uHuMii okasaics muipe, 4em y
pOIUTENbCKUX JIMHUIA. HoBble KOMOMHAIUM TE€HOTH-
MOB JaBajiv Hapsay ¢ poauTesbckumu HoBble HSP90-
3aBUCHMBIE (DEeHOTUTTMUYECKUE TPU3HAKU U OoJiee -
POKWMIi, 4eM y poauTelieit, 1uana3oH (pru3noI0oTHIECKUX
peakuuii. CienyeTr Takke OTMETUTb, UTO 3aBUCHUMBbIE OT
1arnepoHa U3MEeHeHUs TUIACTUYECKUX peakiuii — Mpo-
pacTaHue CeMsH, POCT TUTTOKOTHIISI M KOPHSI B TEMHOTE,
MO3eJICHEHUE CEeMSII0NIeil, TpaBUTPOIMYECKasl peakiyst
KopHsi — y PW-nuHuUil cerperupoBaiu He3aBUCUMO
JIPYT OT Ipyra. AHaIu3 yIUIMHEHUs TUTIOKOTUIISI B TeM-
Hote y PU-nunuii npu obpadorke ['JIA mokaszai, 4ro
MmojJuMoppu3M MO TOJUTEHHOMY KOJMYECTBEHHOMY
MpU3HaKy Takxke MoxeT 3aBuceTb oT HSP90 [98]. Ha
OCHOBaHMM TOJYYEHHBIX JaHHBIX CIeJaH BBIBOI O TOM,
yto 3aBucumbie or HSP90 annenu He sBnstoTcs pem-
KOCTHBIMU B TIPUPOAHBIX MOMYJISILIUSIX U MOTYT BHOCUTh
CYILLECTBEHHbII BKJIa/1 B UX (DEHOTUIMMYECKOE pa3HOOOpa-
3ue. [TpsiMble MOKa3aTeabcTBa BO3MOKHOCTU COKPBITHS
FeHEeTUYECKUX M3MeHeHui manepoHamu HSP90 mosmy-
YeHBI HeTaBHO C UCITOJIb30BaHNEM MYTAHTOB A. thaliana
1o 6eyikaM-kiaueHTaM. Tak, U3 IByX KOMIIOHEHTOB bP-
CUTHAJIMHTA aKKyMYJISIIMsS HECUHOHUMUWYHBIX MYTallnii
ObU1a BBIIE Yy 3aBUcHMMOro ot marnepoHa BESI1, yem y
He3aBucumoro BZR1 [38]. [IponeMoHcTpupoBaHa Tak-
K€ CIOCOOHOCTh IlIallepoHa MAaCKUPOBaTb TOYEUHYIO
MyTalulo y peuenropa aykcuHa TIR1 u mopaepkuBaTh
HOPMAaJIbHEIN ayKCHMHOBBII oTBeT [42]. Mcxomst u3 3T10-
ro, narubupoanue HSP90 npennaraercst ncnosib3oBath
IUISl YCKOPEHUSI UIEeHTU(DUKAIUY TeHETUUECKUX U3Me-
HeHuii [10].

B nammx nccnenoBanusax cnocooHocts HSP90 cra-
omM3upoBaTh (popMooOpa3oBaHUe TIPY HATMYNY TeHe-
TUYECKMX M3MEHEHMil u3yyanach Ha MpopocTkax A. tha-
liana ¢ Wcnoab3oBaHUEM TOJMMOPGHOro Marepuaia
pa3IUYHOTO MPOUCXOXIeHUs M mHruouropoB I'IA u
PAJl. B cepun 3KCIepMMEHTOB MCITOJIb30BAINCH Ce-
ME€Ha, cOOpaHHbIe ¢ MPUPOJHBIX momysiuit. ['eTepo-
TeHHOCTh TaKOTO CEMEHHOIo marepuana MOXeET ObITh
YaCTUYHO OOYCJIOBJIEHA TEHETUYECKUM TOJIUMOPHU3-
MOM, YPOBEHb KOTOPOTO B MPUPOTHBIX MOMYISALUIX A.
thaliana cocrasysier okoso 0,3 % [99]. Kpome Toro, B
KayecTBe MOJMMOPGHOrO Marepuaia MCIOJb30BAIUCH
ceMeHa 3KOTHUIIOB, OOJyUYeHHbBIE Pa3IMYHBIMU J03aMU
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BECTHO, HauboJiee UYBCTBUTEIHLHBIMU MUIICHSIMU pa-
muanun seisiioress JHK m Genku, 9TOo TIpUBOAUT K
TeHEeTMYECKO HecTaOWJIbHOCTU, BO3ZHUKHOBEHUIO MY-
TallMii M HapyLIEHWIO CTPYKTyphl OenkoB [100—102].
Kpome Toro, pamuaiiysi BbI3bIBaeT M3MEHEHUE IUHA-
MHKH KOH(POPMAIIMOHHBIX TTEPEXOIO0B Y MYIbTUIOMEH-
HbIX OenkoB [103], K KOTOpBIM OTHOCSTCSI CyOCTpaThl
HSP90. Mcrnonb3yst panyaluio B IIMPOKOM AMaria3oHe
1103, MBI TTPOTHO3UPOBATIH J10303aBUCHMOE YBEIUICHUE
TEHETUUECKUX U CTPYKTYPHBIX M3MEHEHUIi, B YaCTHO-
CTU y cyOcTpaToB HianepoHa. B moaTsepxaeHre TakoMy
MOPEeAIoNIoKEeHNI0, BO BCEX BapuMaHTax 00pabOTKa CeMsH
WHTUOMTOPOM TPUBOJMIA K PACIIMPEHUIO AUara3oHa
TEMIIOB pPOCTa MPOPOCTKOB, YBEJIUYEHUIO KOJIMYECTBA
mopdo3oB B 1,2—3 pasa, Bo3pacTaHWIO pa3HOOOpPa3Us
U CIIOXXHOCTU MOpdosiornueckux HapyueHuii [71, 72,
104, 105]. B yactHOCTM, OTMEYAIOCh IOSIBJICHUE IIPO-
POCTKOB C HapylIEHHOU TMPOCTPaHCTBEHHOW OpUEHTa-
LIMeil, TUTAHTCKUMU CEMSIIONSIMA W TIEPBUYHBIMU JIUC-
ThSIMU, Pa3pOCHIMMUCS YepelKaMy, aHTOIIMaHOBOM OK-
packoii, yacto MOphOJIOruuecKrue OTKJIOHEHUSI CTaHO-
BWJIMCb MHOXECTBEHHBIMU. Takue 3aBUCUMBIE OT
HSPI90 usmeHeHusi B moauMopdHbIX obpasliax ObUIU
0oJjiee 3HAYMTEIbHBIMU, YEM Y U3OT€HHBIX JIMHUN 3KO-
TUIIOB, KOTOpBIE CIYXUJIU KOHTpojeM. Takum obpa-
30M, MOKa3aHHOE Ha MOJIMMOP(MHOM MaTepuae CyleCT-
BEHHOE YyCWJIEHHME BapuabeIbHOCTH (PEHOTUMUYECKUX
MPU3HAKOB U yBeJWYEHHE KOJuyecTBa MOpGhosorniec-
KUX HapylIeHWI TIpU CHUXeHMM akTuBHocTu HSPI0
MOXET CJYXWTb TOATBEPXKIEHUEM €ro CroCOOHOCTU
CTabUIM3MpPOBaTh POCT TPU NEUCTBUM TE€HO- M TIPO-
TEOTOKCUYECKUX (DAKTOPOB.

Crenyer Takke OTMETHTb, YTO B TeX BapuaHTaxX Ha-
IIMNX 9KCIEPMMEHTOB, B KOTOPBIX YacTh CEMSIH OKasa-
Jlach HEXM3HECITOCOOHOI (CceMeHa TPUPOIHbBIX IOIMY-
JISIUMI; ceMeHa Tociie BbICOKOi a03bl Y®-B), o6pa-
ootka I'JIA mpuBomwia K eile OOJblIeMY YBEIUYCHUIO
Yyucia HEMpOpOCIIMX CEMSIH, UYTO KOPPEJUMPOBAIO CO
CHUXKEHUEM JIOJIM TIPOPOCTKOB C TOTAJbHBIMU TTOBPEXK-
JNEHUSIMUA, HE COBMECTMMBIMM C HOPMaJbHBIM POCTOM
[71, 105]. Takue maHHBIE MOTYT YKa3blBaThb Ha HE00-
xogumocts HSP90 mist mommepkaHusi BUTAIbHOCTH
KJIETOK B Cllyyae CEpbe3HbIX MOBPEXIEHUI, yrpoxaro-
LIUX HOPMAJIbHOMY Da3BUTHIO OpraHuM3Ma. DTO MOXKET
MPOUCXOIUTH KaK IMyTeM COKPBITUS IIATIepOHOM TeHe-
TUYECKMX U3MEHEHUI, TaK M Yepe3 ero yyacTue B 3a-
LIMTE KJIETOK OT MPOTeOTOKCHUecKuX apdexron. [Tomy-
YeHHbIE TaHHbIE YKa3bIBAlOT HA BO3MOXKHOCTb MCIOJb-
30BaHus1 uHruouropoB HSP90 nns orOpakoBku me-
(bEeKTHBIX OPraHM3MOB IIOCJI€ TE€HO- M TMPOTEOTOKCH-
YEeCKUX BO3IECHCTBUIA.

IIpuBeneHHbIe pe3ybTaThl JEMOHCTPUPYIOT, UTO CHU-
JKeHUe aKTUBHOCTU kietoyHoro myiaa HSP90 mnoBbI-
1IaeT YPOBEHb COOTBETCTBUS (PEHOTHUIIA TEHOTHUITY, UTO
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JaJI0 OCHOBaHWE JUISI OOCYKIEHUSI TMITOTETUYECKOTO
HSP90-3aBucumoro mexaHuzma Mop@oJoruueckoii 3Bo-
mouunu [9, 10, 13—15]. CorinacHo 3TOil MOIEN CKPHI-
Thle C MOMOIIIbIO LIANePOHA TeHETUYeCKUe U3MEHEHUs
HaKaIJIMBAIOTCS M TIPU JOCTVIKEHUM OMPEHeIEHHOTO
ropora MOTyT BbICBOOOXKIATHCS, TPUBOAUTDL K (heHOTU-
MUYECKUM M3MEHEHUSIM M TIOJBEPTaThCsl €CTECTBEHHO-
My ot6opy. CyllecTBOBaHME TAaKOTO MeXaHM3Ma TOJI-
TBEpXKIaeTcsl PsIIOM dKcIepuMeHTOB. Hampumep, Ha
Drosophila BriepBbIe TIOKa3aHO, YTO 4YacTOTa TIOSIBJIE-
HUSI U3MEHEHHOTO MpU3HaKa MPU CHUKEHUM (DYyHK-
uuoHanbHOi aktuBHOCTH HSP90 moxer yBenuuuBa-
TBCSI OT TTOKOJICHUSI K TIOKOJIEHUIO, U CO BPEMEHEM OH
MOXeT CTaHOBUTbCSI HE3aBUCUMBIM OT IlIallepoHa, T.e.
3akperuiaThes [9]. YV A. thaliana oTnenbHBIE peliecCUB-
Hble MYTaHTHbIE aJlJIeJId TakxKe MPOSIBJISIIMCH U HAUM-
Hajli JOMWHUPOBATh TIPW TIONABICHUM AaKTUBHOCTHU
HSP90 [14]. IMoxka3aHa BO3BMOXHOCTb MOBBILIEHUS Yac-
toTel HSP90-3aBUCUMMBIX TTPU3HAKOB MYTEM CEJIEKTHB-
Horo ckpemmBanus [10].

Ha orpunatensHbiit or6op HSP90-3aBucuMbIX 13-
MEHEHUI MOXET YKa3blBaThb JJUMUHALMS ocobeil A.
thaliana ¢ TOTIbHBIMU MOP(OJOTMUECKUMU Hapyllie-
HUSIMHU TIocjie o0paboTrkm wmHruouropom [71, 105].
KpoMme TOro, 3BONIOLMOHHBINA acleKT (YHKIIMOHUPO-
BaHUS 1IAMepOHa TakKe BKIIOYAET COACMCTBUE peanu-
3allM HOBOIIPUOOPETEHHBIX TEHETMUECKNX U3MEHEeHUIA
1 ObICTPOMY TOSIBJICHUIO (DEHOTUITMUYECKUX MTPU3HAKOB
[13], yyacTue B 3MMUTeHETMYECKON HACJIEICTBEHHOCTHU
[106] n myTtareHese [107], HalimeHHBIE Y HEpACTUTEb-
HBIX CUCTEM.

BakHbIM MOMEHTOM SIBJISIETCSI TO, YTO TTOBBIILIEHHAST
TeMIiepaTypa, Kak M uHruobupoBaHue HSP90, Taxke
CITOCOOCTBYET TPOSIBJICHUIO TEHETUYECKUX Bapuallvii
Y TIOBBIIIEHUIO KOPPEISILIMU MEXAy TeHOTUIIOM U
denorunom [9, 10]. Bt1o cBasbiBaer HSP90-3aBucu-
MBIl MEXaHW3M TIOBBILIEHUS TICHETPAHTHOCTU TIPU-
3HaKa ¢ M3MEHEeHUWsIMM YyciaoBMil cpenbl. [Ipencrapie-
HME O TakKOM MeXaHU3Me TIOSIBJICHUsS HOBBIX Ha-
caenyeMbIx npusHakoB ¢ yyactueM HSP90 oObsicHsieT
JIBE TIPOOJIEMbI 3BOTIOIIMOHHOTO YYEHMSI: CTAOMIIBHOCTh
(beHOTUTOB B TeUeHUE NOJITOro rMepruoaa BpeMeHU, He-
CMOTpSI Ha aKKyMYJISIMIO T€HETUYeCKMX Bapualuii u
ObICTPOE TOSIBJIEHWE HOBBIX HACIEAYEMBIX TPU3HAKOB
MpY U3MEHEHUU YCI0BUiA cpeabl [13—15].

Pomm B crpecc-peakiuu. CyiliecTBEHHOE OTKJIOHE-
HUe (HaKTOPOB cpelbl OT ONTHMMAJbHBIX 3HAUYEHWI B
CTOPOHY TIpeNeNIbHBIX 3HAYeHWI Iuarna3oHa yCTONYM-
BOCTM OpraHM3Ma MpsIMO MJIM OMOCPEIOBAHHO TPUBO-
AT K HapylIeHWIo OEJIKOBOTO TOMeocTas3a, B YaCTHOC-
TU, HapylIeHUIO (PYHKIIMOHAIBHOW CTPYKTYpPbl O€IKOB,
BBIXO/y Ha MOBEPXHOCTb MOJIEKYJIbI TUAPOPOOHBIX yJacT-
KOB 1 00pa3oBaHuIo 0eKOBLIX arperatoB [108]. Kioue-
BYIO POJIb B 3alLUTE OT MTPOTEOTOKCUYECKUX HAPYIICHU I
BBITOJIHSIOT IIAIIEPOHBI, CBS3bIBasi TUAPO(POOHBIE y4acT-

64

JLLE. Ko3eko

KM aMUHOKHUCJIOTHBIX TOCJeI0BATEIbHOCTEM, TOaIep-
JKMBasi HEHATUBHBIE O€NKM, MpeAoTBpallias X arpera-
LIVI0, BBICBOOOXKIAS U3 y3Ke 00pa30BaBIIMXCSI arperaToB
M, KaK KOHEUHBbIH 3Tam, moaBeprast pedojnauHry wiu
Hampasjsisi K mporeacoMam Juisi  nerpagauuu  [109,
110]. MosTomy nHaykuust cuHre3da HSP (peakiust ter-
JIOBOTO IIIOKA) SIBJISIETCSl OMHUM M3 KITIOYEBBIX KOMITO-
HEHTOB CTPECCOBOI peaKlMM, HaMpaBJIeHHBIM Ha BOC-
CTaHOBJIEHME KavyecTBa OesKa KJIEeTKHU.

PesynbTaThl MccliefOBaHUI yKa3bIBalOT Ha TO, UTO
HSP90 morytr urpaThb B cTpecc-peakluu pa3ivuyHble
ponu. B skcmepuMeHTax in vitro TIoKa3zaHa MX CIIOCO0-
HOCTb CaMOCTOSITEJTbHO TMpeNoTBpallaTh arperaiuuio oes-
KOB C He3peJoi Wiu HapylIeHHOW cTpykTypoi [111].
DTO Jajo OCHOBaHWE MpEANojaraTh, YTO HapylleHUe
0eJKOBOro roMeoctasa MoxeT nepekitoyatb HSP90 Ha
CBSI3bIBAHUE JE€HATYPUPOBAHHBIX OeynkoB [2, 7, §, 15,
88]. Cas3aHHbIe O€IKM LIAMNEPOH MOXKET HAMpaBsTb
Ha pedonauur wiu aerpagauuio [109, 110]. C apyroit
CTOPOHBI, TaKOE M3MEHEHHE BEKTOpa €ro aKTUBHOCTU
JIOJIKHO TIPUBOAUTH K OCIa0JIeHUIO0 KOHTPOJISI Hajl CIie-
uduIecKuMM cyocTpaTaMu.

Ocobast poar HSP90 npu crpecce obycnoBieHa
TEM, YTO KJIMEHTaMU LIMTO30JIbHBIX U30(MOPM SIBIISIOT-
csl ¢akTopsl TeruioBoro 1oka (heat shock transcription
factor, HSF), orBeuatoiiuve 3a TPaHCKPUIILIMIO T'€HOB
LIEJIOTO psifia CTPECCOBBLIX OeJIKoB, B ToM unciae u HSP
[7, 17, 88]. 3anmyck skcnpeccuu HSP MpoucXoauT B
pe3yabTaTte B3auMOISHCTBUSI akTuBHOU ¢dopmbl HSF
¢ aneMeHTaMu TerioBoro moka (heat shock element,
HSE) B npomotopHoii 3oHe reHoB. HSE mpencrapiser
c000ii MHOXECTBEHHBI TIEHTAHYKJICOTUIHBI MOTHUB
5'-nGAAn-3' B npsimMoii u obpaTHoi ureparuu [112].

UccnemoBanme perynsauny skcnpeccnu HSP B xu-
BOTHBIX M JIPOXCKEBbIX KJIETKAX MO3BOJIWIIO YCTAHOBUTH
psAIl 3aKOHOMEPHOCTEN, Ha OCHOBE YeTo MPEII0XEeH Me-
XaHM3M aBTOPETYJISIIUK 3Kcrpeccun HSP no npuHIuUITy
obpatHoii cBs3u [113]. CormacHO 3TOMYy MeXaHU3MY,
nomiepxkanue HSF1 B HeakTUBHOM COCTOSIHUM TIpU
HOPMaJIbHBIX YCJIOBUSX OOECIeuMBaeTCsl accollualueit
ero MoHoMepoB ¢ LuTo3oabHbiIMU HSP90 (B koomnepa-
uuu ¢ HSP70). Ilpu cTpecce nepekirovyeHe anepo-
HOB Ha CBSI3bIBaHME BO3POCILIETO KOJIMYECTBA HEHATUB-
HBIX O€JIKOB IMpUBOAUT K BbIcBoOOXmeHuio HSFI1, nx
TPUMEpPU3ALIMU, TPAHCTIOPTUPOBKE B SIIPO, CBI3bIBAHUIO
¢ HSE u 3anycky TpaHcKkpunuuu pasanuHbix HSP, B
TOM yucie, 1 HSP90. BocctaHoBIeHME OEJIKOBOIO Io-
MeocTasza yBeJInuMBamolmnMcs KoandectBoM HSP mpu-
BOIUT K BhICBOOOXAeHUIO HSP90 u ux peaccoumannu
¢ HSF1. IIpu 3TOM OCHOBHBIM CUTHAJIOM, PEryJaupy-
oM cuHte3 HSP, saBasercs HakoruieHUe neHATypH-
POBaHHbBIX OEJKOB BbIIlIE HEKOTO IMOPOTOBOTO YPOBHSI.

B mocnenHee BpeMsi TOSIBJISIETCSI BCEe OOJIbILIE J0O-
Ka3aTeJbCTB TOTO, UYTO Y PACTEHMIl PETyJSIIIUST JKC-
npeccurt HSP NpOUCXOIUT MO TEM XK€ OCHOBHBIM ITPUH-
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munam [12, 17, 114]. BaxubiM sBisieTcst TOT (akT, 4TO
uHruoupoBaHue HSP90 BbI3bIBaeT B pacTUTENbHBIX
KJIeTKaxX aKTUBALMIO TPaHCKpUIIIUK 1eaoro psga HSF-
3aBUCHUMBIX T€HOB, WHIYIIMPYEMBIX BBICOKOW TeMITepa-
Typoit [17]. Takum oGpa3om, peryiupys akKTUBHOCTb
koHctutyTuBHEIX HSF, HSP90 KXoHTpOIMpYyeT 3KCIpec-
CHIO He TOJIbKO HSP, HO U APYTUX CTPECCOBBIX I€HOB.

Kpome Toro, mmosrydeHbI ITOoKa3aTeJlbCTBa TOTO, YTO
nHru6upoBaHue HSP90 mpuBoaUT K MOBBILIEHUIO TETI-
JIOYCTOMYMBOCTY pacTUTENbHBIX KieTok [12, 17, 115]. B
HAIUX JKCIEpUMEHTaX 00paboTKa aHTMOMOTUKOM Ce-
MsIH A. thaliana BbI3bIBasa akTUBalMio cuHTe3a HSP70
n HSP90 y 12-cyTouHBIX TPOPOCTKOB MPU HOPMATbHBIX
YCJIOBUSIX W 3HAUUTEJbHOE YCUJIEHWE MX WHIYKIIMU B
OTBET Ha BBICOKYIO Temrieparypy. [Ipu 3ToM MOBBIIIA-
Jlach Kak 0a3oBasi, TaK W WHAYLUWPOBAHHAS TEIJIOYC-
TOUYMBOCTL pacteHuil [115]. IloBblllIEHHBI YPOBEHb
HSP70 u ctumynsumsi pocta TPOPOCTKOB HaOJrOma-
JIUCh TakXke B ciydyae, KOraa aHTMOMOTHKAMU oOpa-
OaThIBaIM CeMeHa Iocje raMMma-o0JydeHUsT, OKa3biBa-
FOILIETO 3HAYUTEJIbHOE TeHO- U MTPOTEOTOKCUYECKOE JIeii-
crBue [72, 104]. OngHako, y4UTHIBas OBICTPYIO MOTEPIO
aKTUBHOCTU (DOTOUYBCTBUTEJIbHBIX MHTHOUTOpOB [JIA
u PAJI [10], MexaHM3M TaKKUX OTAAJCHHBIX BO BPEMEHU
3 (HEKTOB OCTaeTCsS HESICHBIM.

IMpuBeneHHble NaHHbIE MPUHLMIUAIBHO TOATBEP-
XKIaoT peryaauuio akcrapeccuu HSP 1UTO301bHBIMU
HSP90 B pacTuTenbHBIX KJIETKaX, 4TO HE WCKIIIOYaeT
cylectBoBaHusl He3aBucuMbix oT HSPI90 perynsitop-
HBIX TIyTeil. BmecTe ¢ TeM, 3TOT MeXaHU3M W POJIb
HSP90 B HeM y pacTeHuii, MO-BUAUMOMY, UMEIOT CBOU
ocobenHoctu. Ilpexne Bcero, cemeiictreBa HSP u HSF
OTJINYAIOTCS OOJIBLINM, YeM y IPYTUX OPraHU3MOB, KO-
JIMYECTBOM WiIeHOB. BrIlle oTMmeuanoch, 4to y A. tha-
liana cemeiictBo HSP90 Bkiouaer 4 1IMTO30JIbHBIX
romoniora [16]. CemeiictBo HSF y pacreHuii Takxe
XapaKTepusyeTcsl 3HAYUTEJbHO OOJIbIIEH YMCIEHHOC-
THIO 110 CPABHEHUIO C APOXKAMU U KUBOTHBIMU, UME-
IOIIAMHU OT OJHOIO IO HECKOJBbKMX T'OMOJIOTOB: y Rici-
nus Haiineno 19 HSF, y A. thaliana — 21, y Solanum
Iycopersicum — 27, y Glycine max — 53. Ucxons us
ocobeHHocTell gfoMeHHO# cTpykTypel, HSF pactenmit
pasaeneHbl Ha 3 moaceMmeiicTBa WM Kiacca — A, B
u C [28, 116]. Paznuunsie HSF cuHTE3UpyIOTCS KOHC-
TUTYTUBHO W/WJIN WHAYLIMPYIOTCS TIPU CTpecce, MMEIOT
CTPYKTYpHBbIe U (DYHKIIMOHAJIbHBIE Pa3nvus U Xapak-
TEepPU3YIOTCS OTPEeACIEHHON CIelM(PUIHOCTBIO K CTpec-
copaM M posiblo B peryiasiuuu peakuuu [28]. Oue-
BMIHO, BCE O3TO OOECIeUYMBAeT TIOBBIIIEHHBIN 3armac
MPOYHOCTU W TOHKYI0O MHOTOYPOBHEBYIO HACTPOIKY
(GYHKIIMOHUPOBAHUS CHUCTEMBI, YTO OCOOEHHO BaXKHO
IUIST TIPUKPETIIEHHBIX OPTaHU3MOB, BBIHYXKICHHBIX T10-
CTOSTHHO pearupoBaTh Ha U3MEHEeHUsT YCIOBUI CpPEbl.

Cuuraetcs, 4To UHAYKLKS HSP B OTBET Ha BHICOKYIO
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daktopamu HsfAl u HsfB1 [28, 116]. IIpu stom
[JIABHBIMM MHIYKTOpPAMU SIBJISTIOTCS YJIEHBI TMOACeMEit-
crBa HsfAl, Ttorma kak HsfB1 momyiaupyeT uMx akTuB-
HocTb. HaiineHno, uro HsfAl u HsfBI mpu Hopmanb-
HBIX YCJIOBHUSX acCOLIMMPOBaHbI ¢ Komruiekcom HSP90/
HSP70 (tabnuua). HSP90 nmonnepkuBaeT HU3KUI ypo-
BeHb HsfBI, Hampapisis M3JIUIIKKA Ha MPOTEACOMHYIO
nerpamannio. B xome crpecc-peaklny IIariepoHbI TTe-
PEKITIOYAIOTCS Ha CBSI3bIBAHKME IMOBPEXICHHBIX OETKOB
u BoicBoOOXkmaoT HsfA1l n HsfB1, koTopsle 3amyckaior
reHHyto akcnpeccuto HSP u psina HSF. [Monasnenue
MX OKCIPECCUU OCYIIECTBISIETCS TMyTEM accolMalvu
HsfA1 ¢ HSP70 u HsfB1 ¢ HSP90. B pesynbrate, HsfAl
MepexoauT B HeakKTuBHYIO ¢dopmy, a HsfB1 nampasns-
€TCs1 Ha Jerpanaluio.

3a ycuiieHue CTPEeCCOBOI peakliMu OTBEYalOT WHIY-
uupoBanHbie HsfA2 u HsfA3 [28, 116]. HsfA2 ¢op-
mupyeT ¢ HsfAl cynepakTHBHBIN Te€TEPOOTUTOMEPHBIT
KOMILIEKC, 00ecrieunBaloInil yCUJIEHUE CTPECCOBOI pe-
aKUIUM TIPU IJTUTEIbHOM WJIM TTOBTOPSIIOIIEMCST IEHCT-
BuUU HebOsaromnpustHoro ¢akrtopa [30—33]. Yacte mo-
nekyn HsfA2 um BHOBb cuHTe3supoBaHHbix HSP70 u
HSP17 pe3epBupyrorcs B Buae BBICOKOMOJIEKYISIPHBIX
arperaToB — TpaHyJ TEIJIOBOro 1oka [34], mpenHa-
3HAYEHHBIX, MO BCEW BUIMMOCTH, I BOCCTAHOBIIE-
HMsI OEJIKOBOTO roMeocTasa Mocie OeMCTBUSI cTpeccopa.
Ilonyyennsr mokasatenbcTBa cBsI3bIBaHMS AtHSfA2 mH-
nyuuoenbHbiM AtHSP90-1 [32]. Pazbopka rpanyn tern-
JIOBOTO 110Ka TaKKe OCYIIECTBIISIETCS C yUacTUEM KOM-
miekca HSP90/HSP70 [27, 28].

HsfA3 uHmyuMpyercsl MpU BLICOKON Temreparype
W BOTHOM JHeUIIUTE, YTO KOHTPOJIUPYETCS TpaHC-
kpunuunoHHbiM ¢daktopom DREB2A (dehydration-res-
ponsive element binding protein 2A). Myrauus, Hapy-
mamponiast akcrnpeccuto AtHsfA3, mipemoTBpalliajia WH-
aykuuwo HSPI101 w sHSP, HeoOXOAUMBIX IS TIPOTU-
BONCMCTBUST arperaliuy IeHATYpPUPOBAHHBIX OEJIKOB U
BbDKMBaHMsT KietokK [117]. IMokazano, uro AtDREB2A
u  AtHsfA3 WHAyUMPOBAIUCH TIPU UMHTUOUMPOBAHUU
HSP90 [17].

B nenom, nmpuBeneHHble (aKTbl AEMOHCTPUPYIOT,
yto 1nuTo3osbHble HSPY9) He TOJNBKO KOHTPOJIUPYIOT
CTpeccoByl0 MHAyKIMIO HSP, HO W Yy4acTBYIOT B pe-
TYJISIIUY €€ Pa3BUTHS TIPU BBICOKOI 03€ cTpeccopa U
3aBEPIUEHUS] MPU HOPMAIU3ALUM YCJIOBUIA, YTO SIBJISI-
€TCsl BAXKHBIM MEXaHM3MOM CTaOMJIM3allMd TOMeOocTas3a
PACTUTEILHOTO OpraHW3Ma TPU CYIIECTBEHHBIX OTKJIO-
HeHUsX (aKTOpoOB Cpefbl OT ONTUMAIbHBIX 3HAYESHUIA.
VYuuteiBasi 10, uro uHrubuposanue HSPI0 wmupynu-
pPYET TPAHCKPUMIIUIO HE TOJbKO HSP, HO U APYruX pe-
rymupyembix HSF renop [17], umrozonbHbie HSP90
MOXHO paccMaTpUBaTh KaK PETYISITOP 3HAYUTEIBHOM
YyacTu CTpeccoBoil peakiuu. CyMMUpPYs BCe 3TO, MOXXHO
cnenarb BbIBOJ o TpoitHoi poau HSP90 mpu crpecce:
1) cBa3pIBaHMEe OEeHATYpUPOBAHHBIX OCIKOB, T.€. MPSI-
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MO€ TIPOTUBOJICCTBME HAPYILIEHUIO OEJTKOBOTO roMeo-
cTtasza; 2) KOHTPOJIb CTpeccoBoi MHAyKuuu HSP; 3) mac-
ITaOHbIE U3MEHEHHUS TIPOrpaMMBbI T€HHOM 3KCIIPECCUN
nyteM ociabnenus HSP90-3aBucuMbIx myTeir HoOp-
MaJIbHOTO Pa3BUTHSI U BKiIoUeHUsT perynupyemoir HSF
TeHHOM 9KCIpPecCcUu Mpu CTpecce.

B3aumogaeiicteue pazmmunbix dynxkmuii HSP90. bia-
rogapsi MHOXeCTBY (yHKIMH, BbiroiaHseMbix HSP90
B cucTeMe OeJKOBOro (DOJIMHTA M PEryisiuyd aKTHB-
HOCTU crelr(UUecKrux cyocTpaToB, 3TO CEMENCTBO MO-
JKET UTpaTh LEHTPAJIbHYIO POJib B TOIAEpXKaHUU Oell-
KOBOTO TOMEOCTa3a, ONTUMAJbHOTO YPOBHSI CTAOWJIb-
HOCTU Pa3BUTHS M aJalTUBHOM TUTACTUYHOCTH PACTH-
TeJIbHOTO opranu3Ma. Ha pucyHke mpencraBjieHa TUIO-
TeTUYecKass MOJeJIb MEeXaHM3Ma B3aMMOJEUCTBMS pa3-
JnuHbIX GyHkimii HSP90 nipu HOpMasbHBIX YCIOBUSIX
U cTpecce.

CorylacHO MofieJiv, B HOpMe WIeHbl ceMeiicTBa Ipe-
MMYILIECTBEHHO BOBJICYEHBI B OOCIY:KMBaHME CIIELM(pU-
YECKMX CyOCTpaTOB, TPU 3TOM WX yJ4acTHe B CBSI3bIBa-
HUM HEHATUBHBIX O€JTKOB MUHMMalbHO. OTBeuas 3a
CO3peBaHMe U acCUCTUPYS B (PYHKIIMOHUPOBAHUU Oes-
KOB pas3JIMYHBIX peryiasitopHbix myreit, HSP90 nmonnep-
SKUBAeT TPAHCIYKIINIO CUTHAJIOB U CTAOWIIEHOE TTPOXOXK-
JIEHUE COOTBETCTBYIOIINX PETYJISITOPHBIX MPOLIECCOB, UTO
obecneunBaeT HOpMUPOBAHUE CTAHAAPTHOTO (hEHOTU-
na. I[Ipu aToM, cTaOUIM3UPYS CTPYKTYPY MeTacTaOUIIb-
HBIX OEJIKOB-KJIMEHTOB, IIAIIepOH MOKET BBHITIOJHSITH
poub Oydepa, orpaHMYMBAIOIIETO BIMSIHUE (DIIyKTyaluii
BHEIIIHEH M BHYTPEHHE# cpelbl U TMPOSIBIEHUE TeHe-
Tuueckux usmeHeHuii. I[lockonbky HSP90 nmpucyrct-
BYIOT y BCEX OpPraHM3MOB M cojepxkKaTcs B KIeTKe B
OOJIBILIOM KOJIMYECTBE MPU HOPMAJIbHBIX YCIOBUSX [2],
Takasi UX CIMOCOOHOCTb MOXKET ObITb YHHUBEPCATbHBIM
MEXaHU3MOM CTaOuau3aluu pa3Butus. Ilpu neiicTBuu
HeOJIaronpusITHHIX (DAKTOPOB HAKOIUICHWE eHATypH-
poBaHHBIX OcakoB TepexioyaeT HSP90 Ha mx cBg-
3bIBAHUE, YTO MPUBOAUT K OCIAOIEHUIO aKTUBHOCTHU
0EJIKOB-KJIMEHTOB, TPOSIBICHUIO TeHETHMUECKUX H3Me-
HEHUI, TIepeHacTPOiiKe 3aBUCUMBIX TIPOLIECCOB U YCU-
JICHWIO BHYTpeHHe! HecTaOMIbHOCTU pa3BuTHs. Takas
KOOpAMHALMS CcreludUUeckux M Hecrneuupuueckux
wanepoHHbix GyHkuuit HSP90 yepe3 nyn cBoOOgHBIX
IIATIePOHOB KJIETKM OCHOBaHa Ha CXeMe, TPeUTOXKeH-
Hoit Rutherford et al. [15]. I1peamnonaraeTrcsi, 4TO BbI-
0Op MUlLeHEel MeXIy Pas3IMuHBIMU CrelUbUIECKUMU
cybcTpaTaMu M IeHaTypUpOBaHHBIMU O€JTKaMU PeTyiiu-
pyeTcst UX OTHOCUTENbHOM ap(OUHHOCTBIO K IIaTIepOHY.

Opnako, yuutbiBas criocooHocts HSP90 nHeratms-
Ho peryaupoBatb HSF u takum oGpa3oM KOHTPOJIM-
poBaTh pPEaKIIMIO TEIJIOBOTO II0KAa U YCTOWYMBOCTH
KJIETOK K CTpeccy, TpEACTaBIIsIeTCs] KpaliHe BaKHBIM
9Ty CHenu(PUIecKyo (MYHKINIO BHIHECTU B OTICIBHOE

Poav maneponoe HSP90 6 ycmotimueocmu u naacmu4Hocmu OHmMo2eHe3a pacmeHuil

HanpasieHue. CrocobHocTh cucrteMbl HSP k aBTO-

ISSN 0564—3783. Humonoeus u eenemura. 2019. T. 53. No 2

perynsiuuu, 0e3 COMHEHWUsI, siBsieTcsl (hyHIaMeHTalb-
HBIM CBOMCTBOM KJIETKM, MPEACTABISIONINM B BbICOKOIM
CTENeHU aBTOHOMHBIN MyTh 00eCIIeYeHMS 3alUThl OeI-
KOBOTO ToMeocTa3a TpHW JIeHCTBUU HEOIarompusTHBIX
(akTOpOB M CaAMOBOCCTAHOBJIEHMUSI TOCe HOPMATMU3ALIUU
curyaum. O BaXKHOCTH ITOCJIEIHETO TOBOPUT TO, UTO
cBepxakcnpeccust HSP IpUBOAUT K 3aMEUIEHUIO Pa3BU-
THSI, KaK TIOJIaraloT, M3-3a Ype3MepHOi CTaOMIM3alinu
CTPYKTYpHhI OeJIKOB [2].

KommuectBo Moseky, oopasyroimx 1y (hoHI) cBo-
o6onnbix HSP90, ompenensier eMKocTh OydhepHOil cuc-
tembl HSP90, ee moreHIman B nmojuepkaHuu O0eJIKOBO-
o romMeocTasa KJIeTKH, MPOTUBOIACHCTBUU CTOXACTH-
YHOCTHU Pa3BUTHUS M COKPBITUU TTosmMmopdusma. [Toka-
3aHO, 4yTo KosuuectBo HSP90 B kierkax mpu HOp-
MaJIbHBIX YCJIOBUSX MOXKET B HECKOJIbKO Pa3 MpPEeBBIIIATh
HeoOXxoauMoe Isi HopMajibHOro pocta [88]. MoxkHO
npeanojaraTh, 4To Takasi M30BITOYHOCTb HaeT JIodT,
obecreurBaroIINi TToIIepkaHe HOPMAIbHBIX ITPOIIEC-
COB MpU HE3HAUUTEIbHBIX U3MEHEHUX (DakTopa U Te-
HeTnudeckoM TmoaumMopdusme. CIIOCOOHOCTH THIIOTE-
TUYECKOU Oy(epHOil CUCTEeMBbl <«IIOIIOIIaTh» CcJiadble
BapvalMu cpeibl W TeHeTUYecKoi WHdbopManuu 06e3
MpPONOPLMOHAILHOTO OTBeTa ObLIa IpeackazaHa Wad-
dington [75]. Ilpu yBeauuyeHuun no3bl hakTopa mnocre-
MEeHHOe CHIUKeHNEe HATlOJHEHHOCTH TIyJia B pe3yJbTaTe
CBSI3bIBAHMST BO3PACTAIOIIETO KOJUYECTBA JeHATYPUPO-
BaHHBIX OEJIKOB B OMNpEACIeHHBII MOMEHT JIOCTHMTa-
€T TOpPOTrOBOTO YPOBHSI, HUXE KOTOPOTo CBOOOMIHBIX
1IarIepOHOB CTAHOBUTCSI HEAOCTATOYHO ISl TIOAIEP-
JKaHMS 3aBUCUMBbIX MPOLIECCOB B MOJHON Mepe. MOXHO
npearnosiaratb, 4YTO JajibHeillee yBEJIMYEHUE TO3bI
dakTopa OyneT BBI3BIBATH YCWJIEHHE CTOXaCTUYHOCTU
3aBUCUMBIX OT IIaliepoHa IPOIECCOB, U, COOTBETCT-
BEHHO, BapuabeIbHOCTU (DEHOTUIIOB, YTO MOXET UMETh
amarTUBHOE 3HAUYEHUWE B M3MEHUBIIUXCS YCIOBMSIX.
Crenyroluii TMOPOroBbId YPOBEeHb (haKTopa CBsI3aH C
nucconunanueit komruiekca HSP90-HSF u 3amyckom
akcrpeccun HSP u gpyrux HSF-3aBucMMEBIX T€HOB,
YTO CBSI3AHO C HM3MEHEHMEM IPOTrpaMMbl Pa3BUTHSI.
Takum obpaszoM, BenuuuHa Tmyna cBobomHbix HSPI0,
a TakXke W3MEHEeHHEe ero HaIOJHEHHOCTUM B 3aBUCH-
MOCTM OT M3MEHEHMI KauyecTBa Oejika B KJIETKE MOTYT
omnpeneNsaTh Kak Auana3oH OTKJIOHEeHWi (akropa, He
BJIMSIIONIMX CYIIECTBEHHO Ha CTaOWJIBHOCTh poOCTa U
¢dopMooOpa3oBaHMsI, TaK U M3MEHEHMST (DaKTopa, BBI-
3BIBAIOLINME CTPECCOBYIO MHAYKLMIO HSP n mepectpoii-
Ky OHTOT€HEeTUYECKOM MPOTPaMMBbI.

A ROLE OF HSP90 CHAPERONES

IN STABILITY AND PLASTICITY

OF ONTHOGENESIS OF PLANTS UNDER
NORMAL AND STRESSFUL CONDITIONS
(ARABIDOPSIS THALIANA)
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The functions of HSP90 chaperones in the protein
folding system, as well as regulation of specific substrates
effecting multiple signal pathways and cellular processes
were considered. The triple role of HSP90 in stress was
described: binding damaged proteins and directing them
for refolding or degradation; regulation of the heat shock
gene induction; and alteration in the gene expression
program. Based on the results of studies of the model
species Arabidopsis thaliana, the function of HSP90 in
maintenance of growth and morphogenesis stability,
developmental plasticity and mechanisms of stress
tolerance was shown. A model for the interaction of the
HSPI0 functions under normal and stressful conditions
is presented.

POJIb LLIATTEPOHIB HSP90 Y CTIMKOCTI

TA THTACTUYHOCTI OHTOTEHE3Y POCJIMH
3A HOPMAJIbHUX I CTPECOBUX YMOB
(ARABIDOPSIS THALIANA)

JI.€. Koszeko

PosrisiHyTo 0co6aMBOCTI (DYHKIIIOHYBaHHSI 1IAMEPOHIB
HSP90 B cucremi 6inkoBoro ¢GonauHry i perymsiii
cneuundiyHux cyoCTpaTiB, sKi OEpyTh y4acThb B TpaHC-
NYKUii CUTHATIB 1 peryisiii pi3HUX KITUHHUX IIPO-
1eciB. Onucana notpiitHa poias HSP90 y ctpeci: 3B’s-
3yBaHHS TOIIKOMKEHUX OUIKIB Ta iX CIpsIMyBaHHSI Ha
pedonnuHr i merpaaailito; peryJssiilisi CTpecoBoi iHAYK-
il TeHiB TEIJIOBOTO IIOKY; i 3MiHa TIporpaMu TE€HHOI
ekcrpecii. Ha ocHOBIi pe3yabTaTiB JOCTIIKEHb MOIEIIb-
Horo Buny Arabidopsis thaliana noxazana posb HSP90 y
MiATPUMII CTaOITLHOCTI pocTy i MOpdoreHe3y pociuH,
TUTACTUYHOCTI PO3BUTKY i MeXaHi3Max cTiiikocTi. [1pen-
craBieHa Moneiab B3aeMomii dynkuiiit HSP90 3a Hop-
MaJIbHUX YMOB i CTpecy.
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