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benku ternosoro moka (BTII) muypoko pacnpocTpaHeHbl Cpear MPOKAPUOTUYECKUX U IYKapuOTUYe-
CKHX OPTraHU3MOB, IIPU 3TOM UX QYHKIIMS HE OTPAaHWYMBAETCS 3aIIUTOMN OT TeMITepaTypHOTO BO3ACCTBYS.
BTIII BEIIBISIOTCA HE TOJBKO IIPU aOMOTUIECKOM CTPECCE ITMPOKOTO CIEKTPa, HO M IIPU OMOTUIECKOM.
WM cBoiicTBeHHa 00IIast yHUBepCcaIbHas POJIb B KAUeCTBE IIAIIEPOHOB IJIST TTOmAepKaHUS (DYHKIIMOHM -
poBaHus1 6eKOBBIX MOJIEKY1. B 0630pe mpuBoAsTCS JaHHbIE, CBUAETEILCTBYIOLLME 00 y4acTUM MPEICTa-
Buteneit kaxngoro cemeiictsa BTII B pazBuTuM 3alIMTHOMN peakKLUMU pacTeHUI TTPOTUB (PUTOMATOTEHOB.
BTII akTuBHpPYIOTCS HAa pa3HBIX YPOBHSIX 3aIMThI PACTEHUS OT MaTOreHOB: KaK Ha YpOBHE Hecreludu-
YECKOTO MaTTEePH-aKTUBUPYEMOTO, TaK U Ha YpoBHEe creluburyeckoro 3¢h¢heKTop-aKTUBUPYEMOTO UM-
myHurera. HemanoBaxxao B3ammoneiicteue BT ¢ ydacTHUKAMM KJIETOYHBIX CUTHATBHBIX KaCKaTHBIX
CHCTEM, OCYIIECTBIISTIOIINX KOHTPOJIb 32 TIPABIJIBHBIM U CBOEBPEMEHHBIM CO3pEBaHUEeM, COOPKOI 1, TIPU
HeoOXooMMOCTH, Aerpaaanueit 6eakoBbIXx Moiekyld. PaccMoTrpenue yyactust BT B umMyHuTeTe pacre-
HUII HECOMHEHHO 3aCJIy>KUBAeT BHUMAHUS CIELUATUCTOB B 001aCTU (PUTOUMMYHOJIOTHM.

Kmouessbie cioBa: MAM P-unnyunpyemsoiit uMmmyHuteT, PTI-uHayuupyeMbiit UMMYyHMTET, OEIKU TEILIO-

BOTO IIIOKa, BpO)K,Z[eHHLIfI UMMYHUTET, UMMYHUTET paCTCHHfI, CTPECCOBLIC OesKu
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BBEJEHHME

JI1060i1 BUI CTpEeCcCOBOro BO3AEHCTBUS Ha Op-
raHM3M BBI3BIBACT 3alyCK 3alllUTHBIX MEXaHU3-
MOB, B TOM YHCJI€ aKTUBAIIWIO/MHIYKIIUIO CHHTE3a
CTPECCOBBIX OEJIKOB, Cpelu KOTOPhIX OEJIKU TeIlIOo-
Boro moka (BTII), Koroprsle M3HAYANBEHO IIONY-
YWJIM TaKO€ Ha3BaHUE I10 IIPUYMHE BO3ACHCTBUS
TaK HAa3bIBA€MOI0 “TEIUIOBOTO IIIOKA” MJIM ITOBBI-
LIeHHBIX, HO HE KPUTUYECKUX IS XKU3HEIEITeIb-
HOCTM oOpraHm3Ma TemIieparyp. B manpHeiiem
obu1o0 omnpeneneHo, yto BTII sBasiooTcs Kiawode-
BBIMM KOMITOHEHTAMU MHONAEPKAHUS KIETOYHOTO
roMeocTa3a B ONTHMAJIbHBIX M CTPECCOBBIX YCJIO-
BUSIX B NPOKAPUOTHMUYECKOM M 3YKAPUOTHUYECKOM
kinetrkax. M3BectHo, yto BTIIl oTBeTCTBEHHBI 3a
co3peBaHue (IIPOIECCUHI) OEJIKOBBIX MOJICKYI —
doaguHr, cOOPKY, TPAaHCIOKALMIO U Jerpaaaluio
0enKOB B IIpolleccax pocTa M Pa3BUTUS KIIET-
ku [1—4]. BT nprmHMMAaoT TakXe yJacTHe B IIpo-
Leccax cTabMIM3aly 0eJIKOBBIX MOJIEKYI |3, 6].

Y pacrenuit BT1II BriepBbie ObLIM OOHAPYXKEHBI
B 1980 romy. Kak n y npyrux opranuzmosn, BT1II pac-

Cokpamenusi: ETI — ummyHuUTeT, MHIYIMpyemblii addekropamu
(ot effector-triggered immunity), MAMP — matoreHHbIE MOJIEKY-
JISpHBIE CTPYKTYphl (OT microbial-associated molecular patterns),
PTI — uMMYHUTET, UHAYLIMPYEMBbIi TATOT€HHBIMUA MOJIEKYJISIPHBIMU
cTpykTypamu (OT patterns-triggered immunity).

TeHUII MHOXECTBEHHBI: OHU IIPEICTaBICHBI TIPYI-
MmaMu Kak BbICOKOMOIeKYIsIpHbIX (110—60 k1), Tak
1 HU3KOMOJIeKYIISIpHBIX (35—15 x/1) 6enkos [7—10].
B nactosiiee BpeMst BTII kak pacTeHuid, Tak U XK1~
BOTHBIX TPYHIIMPYIOT B CEMb KJIACCOB B COOTBET-
CTBUM C MOJICKYJIIPHBIM BECOM: “OOJIbIINE”, TaK1Ee
kak Hsp110, Hsp100, Hsp90, Hsp70, Hsp60, Hsp40
n “manble” 6enKy TerioBoro moka (small heat shock
proteins, sHsps) [4, 10]. IIpenmyIiecTBeHHO OeIKU
BTIII nokanu3yoTcsa B LUTOIUIa3Me U MPUHUMAIOT
y4acTHe B 3alIMTHBIX PEAKIIMSIX IPU a0MOTHIECKUX
1 OMOTHUUYECKUX CTPECCOBBIX Bo3aeiicTBusix. Kpome
TOrO, IPUCYTCTBUE U (PYHKIIMOHATIbHAS aKTUBHOCTh
BT 3adpukcupoBaHa U B OPYTMX KJIETOYHBIX Op-
raHe/uiaX, TaKuMx KaK SHAOIIA3MaTUYECKUI peTH-
KyJIyM, XJIOPOTIJIACTHI, MUTOXOHAPUHU U siapo [9, 11].
YcTaHOBIEHO, UTO TPaHCKPUIILUS T€HOB OEJIKOB
TEIUIOBOTO IIIOKA KOHTPOJUPYETCS PEryiIsiTop-
HBIMUA OelKamM{, Ha3BaHHBIMU TPAHCKPUIIIIMOH-
HBIMM (akTopamMm TerioBoro moka (heat stress
transcription factors, Hsfs) [12].

KpoMe TtermioBoro BO3OEMCTBMSI, WHIYKIIUS
vnn aktuBauus BTII B kieTkax pa3nuuHbIX Opra-
HU3MOB Takke OOHapyxXeHa M IIpU OESUCTBUM IPY-
IruX a0MOTUYECKMX CTPECCOPOB — HU3KUX TEMIIe-
patyp [13], YO [14], Tskenbix MeTauioB [15], ipn
OKCHUIATHBHOM CTpecCe M IOPAaHEHMSIX PacTeHUI
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Arabidopsis thaliana [16], ipu 3acyxe U OCMOTHYE-
ckoM ctpeccax [17, 18]. Mexanusmsl u ponb BT
B OTBETE pACTeHUil Ha IIepEYMCICHHBIE CTPECCOo-
BbI€ BO3ICHCTBMS aKTMBHO M3y4alOTCS B HACTOS-
mee BpeMsi. Tak, SKCIIepUMEHTAIbHO YCTAaHOBJICHO
pnusinue BT Ha pa3BuTHE MHAYLIUPOBAHHOM Tep-
MOTOJIEpaHTHOCTH pacTeHuii [19] u mpoxckeir [20].
B pa6otax mocnenHero mecsitunernss BT cramm
OTHOCHUTb K TpyIIle TaK Ha3bIBa€MbIX OEJIKOB-CO-
BMecTuTeneil (moonlighting proteins) [21, 22]. ben-
KH-COBMECTUTEIM — OTO OCNKM, BBIIOIHSIONINE
HECKOJIPKO (DYHKIIWIA, IIpX 3TOM TaKasl X BO3MOX-
HOCTb HE CBsSI3aHa C aIbTepHATUBHBIM CIUIAMCHUHIOM,
IIPUCYTCTBUEM T'OMOJIOTUYHBIX OEIKOB WJIM peaju-
3amyeil OMHUX M TeX K¢ OMOXMMHWIECKNX (DYHKIINIA
B pa3HbIX KieTouHBIX TTpotieccax. BT n Hsfs (heat
shock transcription factors), kKak mpeariojaract-
csl, SIBIISIIOTCSI MOJIEKYJISIPHOM OCHOBOW (peHOMeHa
KPOCC-TOJIEPAHTHOCTH Y pacTeHuii [16].

Kak okazanoch, OmoTMyeckue crpecc-pak-
TOpHI, TaKW€ KakK ITaTOTeHHbIE MUKPOOPTaHU3MEI,
TaKkkKe BIMSAIOT Ha M3MEHCHHE aKTUBHOCTH pas-
auuHbiX BuAoB BTIII. Tak, ObUI0 BBISIBIEHO y4a-
crue BTIIl B pa3sBUTUM MMMYHHBIX peaklMii Ha
IMAaTOTeHHBI Y XMBOTHBIX OPraHU3MOB, KOTOpOE, KaK
YCTAaHOBWJIM MCCJIENOBATENIM, 3aKII04ajJoch B aK-
THBAllUM amanNTUBHOIO HMMMYHHUTETa — IIepexBa-
T€ AHTUICHHBIX IIENTUIOB M MX pEIpe3eHTAINH,
a TakXkKe CO3pPEBaHMM Y aKTUBALMU IEHIPOIIMTOB
n muMmpormToB [23—25]. Yuactue BTII B peakmm-
SIX BPOXIEHHOTO MMMYHHUTETa Y OPTraHM3MOB XH-
BOTHBIX TIOATBEPXKIACTCS yCTaHOBJIeHHEM (hakTa
B3aumozneiicteust BTIII ¢ PRR-peuenropamu, pac-
IMO3HAIOIIMMM KOHCEPBATHUBHBIE MUKPOOHBIE CTPYK-
Typbl, Ha3bIBacMbIC IIATOI€H-aCCOLIMUPOBAHHBIMU
MOJIEKYIIIpHBIMU aTTepHamu (pathogen-associated
molecular patterns (PAMPs)), B vacTHOCTH, OBIIO
ycranosieHo B3aumonelictsue BT ¢ Toll-1momo6-
ueiMu peuentopamu (TLR) [26, 27]. TTocne mosis-
JICHUSI TIOOOOHBIX pabOT YUeHBIC CTAIX IPUCTAIBEHO
usydath poJib BTIII B mpoieccax BpoXaeHHOIO UM-
MYHMTETa U Y PaCTUTEIbHBIX OPTAaHM3MOB. YIaJI0Ch
3KCIIEPUMEHTAJIbHO YCTAHOBUTbH, YTO WMHQUIIIPO-
BaHME MAaTOTEHOM PaCTUTEIHFHOIO OpraHn3Ma IIpH-
BomuT K mHAykuun cuHTe3a BTII Hsp70, Hsp90,
n Hsp100 cemeiicTs [28—30].

Cemeiicmeo manvix BTII

MornekynsapHEBIil Bec 0eJIKOB CeMeiCTBAa MaJIbIX
BT BapeupyeT ot 12 o 43 x/1, 3Ty TpyIimy 6eJIKOB
takke HasbiBatoT 3 BT (HspB) [31]. st Bcex Ma-
abix BT xapakTepHo HaluyKhe KOHCEPBATUBHOTO
KPUCTAIUDIMHOBOTO IOMEHA, BIIEpBbIE OOHapyXKeH-
HOTO B ¢i-KpucTajummHe [32]. CauraeTcs, 9To 1uMep-
HBIII KPHUCTAJUIMHOBBIII JOMEH OOecIieurBacT pea-
JIM3alLMI0 UX OCHOBHBIX (pyHKLMit — Manble BTIII,
KaK U MIPEeICcTaBUTEIN APYTUX CEMEWCTB, (PYHKIIU-
OHHMPYIOT B KauyeCTBE MOJICKY/ISIPHEIX IIAllepOHOB,
MpeaoTBpaIasl HeXellaTeIbHble OeI0K-0eIKOBEIS
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B3aMMOACHCTBUS M CIIOCOOCTBYS pedONIUHTY Ie-
HaTypHUpOBaHHBIX OelKoB [4, 33]. YuactHe MaibIx
BTIII B MUMMYHHBIX peaklLMsIX pacTeHUil aKTUBHO
n3ydyaercs. K HacrosieMy BpeMeHH yCTaHOBJICHO,
yto Oenok Solanum licopersicum 1LRSI2, otHOCS-
muiics k Hsp20, cneumnguyeck B3auMoaeicTByeT
¢ I-2 — BHYTPUKIIETOUHBIM PELICIITOPOM CeMEICTBA
NB-LRR, uto obecrneunBaeT yCTOHUMBOCTb pacTe-
HUM ToMarTa MpU UX MHPUIUPOBAHUU ITATOTEHOM
Fusarium oxysporum [34].

BrisiBIeH elre omuH O€JIOK JaHHOTO ceMeiicTBa
NtsHspl7 (Hspl7 Nicotiana tabacum), KOTOpPBIiA
y4acTBYET B pa3BUTUM YCTOMIMBOCTY paCTCHHI IIPU
nHumpoBanun Ralstonia solanacearum. Tak, nH-
¢uLpoBaHue pacteHuit R. solanacearum BbI3bI-
BaJOo akTuUBanuioo skcnpeccuu (NisHspl7), uTo,
BEPOSITHO, M OIIPEACIISUIO pa3BUTHE YCTOMUYMBOCTH
pacTeHMii K IIaToreHy, B TO BpeMs KaK CaiiJIcHCUHT
NtsHsp 17 ciocobCTBOBaJI pa3BUTHIO CUMITTOMOB 3a-
0oneBaHud [28, 35]. AHajmormyHas TeHACHLMS Ha-
Oromanach B pacTeHUSIX TOMAaTa IpU CailIeHCUHTE
HSP17.6 u unpuumpoBanuu Rhizopus nigricans [36].

B pabotax rpynir y4eHBIX, ITOCBSIIEHHBIX U3Y-
yeHuto skcnpeccun Hsp20 B pasnuuHbIX uTona-
TOoCUCTeMaX, ObLJIO MOKa3aHo, 4To HokaayH Hsp20
B npucyTcTBUM PR 6eakoB mpuBOAWI K MPOsIBIE-
HUIO BUPYJEHTHOCTU AaXe Y HeMaTOTeHHOIro IITaM-
ma R. solanacearum [28]. Taxke ObUIO MOKa3aHO
yuyactue Hsp20 B pa3BuTUM yCTOMUYMBOCTU MPOTUB
COBMECTHMMBIX M HECOBMECTHUMBIX IITAMMOB Oak-
tepuit Xanthomonas campestris y pacTeHUil mnep-
1la U amnejibCHMHa, 4YTO, MO MHEHMIO HCCleaoBaTe-
Jieit, MOXeT CBUIETebCTBOBATb 00 yyactun Hsp20
B Pa3BUTUM MEXaHU3MOB BPOXAECHHOI0 UMMYHUTE-
Ta pacreHuii [37].

B npyroit ¢uromaTrocuctemMe IOKa3aHO He-
nocpeacTBeHHoe B3aumopeiictBue BTII sgumeHs
Hordeum vulgare ¢ >(p¢hexTopHBIMU MoOJEeKyJa-
MM TIaTOTEHOB. YCTaHOBJIEHO, 4To Oeaku Hspl6.5
u Hspl7.5 aTux pacteHuii B3aMMOAECHCTBYIOT € 3(-
dexropamu CSEP0105 u CSEP0162 Bo30ymure-
JISI MyYHUCTOM pockl Blumeria graminis f. sp. hordei,
Ipy 3TOM IIanepoHHash aKTMBHOCTb JAHHBIX Oel-
KOB CHMXKAETCsI. DTU pe3yJibTaThl CBUAETEIbCTBYIOT
B noJib3y Toro, yto BTIII naHHOrO ceMelicTBa MOTYT
BBICTYIIaTh B KayeCTBe OEJKOB-MUILEHENH M 3¢h-
(¢exropoB puronaroreHoB [38].

beaxu cemeticmea HSP40

benxku cemeiictBa Hsp40 comepxxaT KoHcepBa-
TUBHBIN J-momMeH 13 70 aMMHOKUCIIOT, TTO3TOMY He-
peIKo MX Ha3bIBaIOT J-OeJIkaMM, MOJIHOEe Ha3BaHUE
cemeiictBa Hsp40/Dnal. KoncepBatuBHBI J-10-
MeH obecneuuBaeT (pu3NUecKoe B3auMoaeiicTBue
C HYKIEOTUI-CBI3bIBarOIIUM goMeHoM (NBD)
oenkoB ceMmeiictBa Hsp70, uyto ompenensieT pyHK-
nuoHupoBanue Hsp4() B KauecTBe KO-ILIANepOHOB
Hsp70 [39]. PaboThl, TTOCBSIILIEHHbBIE OIPEACTICHIIO
poiu Hsp40 B UMMyHUTeTe pacTEHUil, CBUIAETEIb-
Ne 3
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CTBYIOT 00 y4yacTum O€JIKOB IaHHOTO CeMeMCcTBa
B 3alllUTe OT BUPYCHBIX MH(peKImii. Tak, mokasaHo,
yro caiyeHcuHT Hsp4() ycunauBaeT BOCHIpUMMYM-
BOCTb pacTeHuii con Glycine max K BUpyCy MO3auKH,
B TO BpeMs KaK CBEPX3KCIIPECCHsI TaHHOro OelKa
BeI3bIBacT CU-omoOHyI0 KJIETOYHYIO CMEPTh B pe-
3yJIBTaTe PEaKIMM CBEPXIyBCTBUTEILHOCTH, OMHAKO
MOJIEKYJIIPHBIE MeXaHM3Mbl (DYHKIIMOHUPOBAHUSI
Hsp40 B mMMyHUTETE pacTeHWI MPaKTMYECKN HeE
n3ydeHsl [40].

B psame pabot nmokasano, yto Hsp40 coBMecTHO
¢ Hsp70 moryr obieryath TepenBikeHne (TpaHC-
IMOPTUPOBKY) BUPYCHBIX YACTHUII, CIIOCOOCTBYsS IIa-
ToreHe3y. O6a mIanepoHa B3anMOAECHUCTBYIOT ¢ Oel-
KOM OOOJIOUKM BHpYCa, CBSI3bIBasi BUPHUOH, YTO
CIIOCOOCTBYET IePEABIKCHUIO BUpYyCa U3 IIUTO30JI1
(vmm gapa) K MeMOpaHe WIM TITa3MoIecMaM MeX-
Iy IBYMsl KJeTKaMu, MPUBOAS K Oosiee ObICTpoOMY
1 MHTEHCUBHOMY Pa3BUTUIO CUMITOMOB MH(UIIN-
poBanus [41]. OmmcaHHBIN MEXaHU3M peaJln3yeTcs
npu B3aumoneictsuu Dnal-1iomoOHBIX OEIKOB Ta-
6aka NtCPIP c 6erxom 060J109KM BUpyca KapTode-
g Y [42]. CxomHBIM 00pa3oM TPaHCIOPTHEIN Oe-
JIOK BUpYca IISITHUCTOCTU TOMaTa B3aMOIEIiCTByeT
¢ Dnal-nmomo6uniM 6erkoMm Tadaka NtDNal [43].

Cemeiicmeo Hsp70

Hsp70 mpencraBnsior coboit ATM-3aBrcuMbIC
IIAIIEpOHBI, KOTOpPBIE HMEIOT TpHU IOOMEHA: KOH-
cepBaTuBHBIM N-KoHIIeBoiI moMeH ATdazpl mmm-
Hoit ~44 x]] (Takske Ha3bIBaeMBIN HYKJIEOTHI-CBSI3bI-
Bao1uM goMeHoM; NBD), cybcTpaT-CcBsi3bIBalOLINiA
moMmeH pasmepoM ~18 k]I (SBD) m BapmabGenbHbBIIN
C-xonetr ~10 x /1. JIytst BEITTOTHEHNST CBOMX (DYHKITHI
o6enmkn Hsp70 HyXmaroTcs B IBYX KO-IIariepoHax —
at0o J-6emkm (Hsp40) m Tak HaspiBaeMble (PAKTOPHI
obMeHa HykieoTHnoB (nucleotide exchange factors,
NEFs). B xauectBe 3THX (paKTOpOB, KaK IPaBUJIO,
BeICTyITatoT 6exku Hsp110 [44].

O6menpu3HaHo, 9To 6enmkm ceMeiictBa Hsp70
(GYHKIMOHHUPYIOT B KayeCTBE MOJCKYISIPHBIX IIa-
NepoHOB B (oiauHre u pedosiauHre OeKOB s
MIpeIOTBpaIIeHIS HeoOpaTnMoii arperaninu [ 17, 45]
1 UTPAIOT POJIb B IIPOIECCax TPAHCIIOPTa M KOHIJIO-
Mepainu 6eakoB [46]. BmecTe ¢ TeM 6e1K1 TaHHOTO
ceMelicTBa BOBJICUCHEI BO B3aMMOICHCTBUE C Oei-
KaMH, IepefalollMMK CUTHANI, M 3TH UX (QYHKIIUHN
HE BCeTla CBA3aHBI ¢ (PYHKIMOHNPOBAHWEM B Kaue-
cTBe marnepoHoB [47]. B mociieqHee BpeMst 60IbIToe
KOJIMIECTBO padOT Ha pa3HBIX (PUTOIATOCHCTEMAX
IIOCBSIIIEHO aHAIM3y Yy4acTUsl OEIKOB ceMeiicTBa
Hsp70 B MexaHn3Max BpOXICHHOTO UMMYHUTETA.

BonbIIMHCTBO MONYYeHHBIX [JAHHBIX CBUIC-
TEeJILCTBYIOT O ToM, 4YTOo Hsp70 MOryT BBINIOJHSITh
HECKOJIPKO Pa3JIMYHBIX (PYHKINW IIPU Pa3BUTUH
UMMYHHBIX peakiuii [17]. JaHHbIe OgHUX HUCCIe-
MOBAaHWII CBUIETEIbCTBYIOT B IIOJBb3y TOIO, 4YTO
uuTo3ojibHEIe Oenku Hsp70 coBmectHo ¢ Hsp40,
CIIOCOOCTBYIOT Pa3BUTHUIO BHUPYCHOM WMH(PEKINHU

®U3UOJI0IUS PACTEHUN

TOM 71 Ne 3

261

(kak ObUTO ommcaHO Beie [42, 43]). PesynbraThi,
IMOJlydeHHBIC OPYIMMM HCCIICIOBATEISIMU, I103BO-
JISIIOT TOBOpUThL 00 yyactuu OenkoB Hsp70 B mpe-
JOTBpAIICHUM PAa3BUTHUSI OKMCIUTEIHLHOTO B3phIBa
B XOJI¢ paCTUTEIIbHO-MUKPOOHOTO B3aMOIEeIiCTBHS.
Tak, npu wHULMpoBaHUU TiueHULbl (TFiticum
aestivum L.) BO30yauTeNneM KEATOH pXKaBUMHBI
Puccinia striiformis f.sp. tritici oKa3ajioch, 4TO IJIsI
COBMECTHMOTO TUIIA B3aMMOOTHOIICHU XapaKTep-
HO OoJjiee paHHee yBeaudeHue skcrapeccun Hsp70,
YyeM MpU HECOBMECTMMOM THIIE, KOTOPHIA TaKKe
COIMPOBOXIAeTCs yBeanUeHreM coaepxxanus Hsp70,
HO B OoJsiee mo3mHue cpoku [48]. ®yukum Hsp70
aBTOPEHI CBSI3BIBAIOT C IIPENOTBPAICHEM Pa3BUTHUSI
OKUCJIUTEIBHOTO B3pEIBa, M aKTUBALIMSI CUHTE3a
9TOro 0OejIka peryaupyeTcsl MaTOTeH-WHIYIpye-
MBIMU CUTHAJIbHBIMU IyTaMU. Tak, mpu AeiicTBUMN
yJ4acTHHKA TaKOTO CHTHAJIMHTa — METWUJDKacCMOHa-
Ta — aKcnpeccus1 TaHSC70 yBenuuuBaetcs [48].
B Toxe Bpems1, B 3KCIIEpUMEHTAX 110 OIIPEACICHUIO
M3MEHEHUI B 9KCIIPECCUY TEHOB Y TTOACOTHEYHNKA
py THGUIUPOBAHUM 3TUX PACTCHUN MYYHUCTON
pocCoii, ObUIO MTPOAEMOHCTPUPOBAHO, UTO IKCIPEC-
cus 6enka Hsp70 u psipa apyrux CTpecCOBBIX Oe-
KOB OKa3zaJlaCh HanboJjiee BblpaXeHa y YCTORYUBBIX
TEHOTUIIOB PAaCTeHMIi, YeM Yy BOCIPUMMYMBLIX [49].
B pabore Yun c kojuieramMu OBLIO YCTaHOBJICHO,
YTO HarpeBaHue mionoB MaHaapuHa (Citrus unshiu
Marc.) B TeyeHue 5 MuHyT npu 52°C npuBOAUIIO
K ycuneHuwo skcnpeccur BTII u mocaenyroiieit
YCTOMYMBOCTU K 3apaxkeHU1o roiay0oil IieceHblo
(Penicillium italicum). ABTOpPBI UCCIIEIOBAaHUS CBSI-
3bIBAIOT OOHApy:KeHHbIA 3(h@dEKT ¢ akTUBaLUel
¢yHkuuonupoBaHus Hsp70 B cucremMe KOHTpOJIS
¢dongunra [50].

B cucreme Tabak (Nicotiana tabacum) — He-
KpoTpoHbIit TatoreH Ralstonia solanacearum Ob1710
MOKa3aHO, 4YTO MNpeABapUTEbHOE YMEpPEeHHOEe Te-
IUIOBOE BO3JECICTBYE HA PACTEHUS COMTPOBOXIAETCS
cunTe3oM Hsp70 u cmocoOcTBYeT pa3BUTUIO HECO-
BMECTMMOIO THUIIA B3aMMOOTHOIIEHUI pacTeHUs
U MUKPOOpraHu3Ma. ABTOpPHI MpearojaralT, 4To
Hsp70 akTuBupyeT mpolecc OporpaMMupyeMoit
KJI€TOYHOI THOeNU, YTO MOATBEPXKIAETCS YCUJICH-
Hoii ¢parmeHTauueit JITHK npu npeasaputeabHOi
TeruioBoli obpaboTtke [51]. Hapsiny ¢ 3tuM oOHa-
pyxeHo, uyTo Hsp70 MoXeT CBS3BIBATLCS C MaJlbl-
mu GTPazamu Rac cemeiicTBa, KOTOpble MOTYT
(GYHKIIMOHUPOBATh B KauyeCTBE OCHOBHLIX Iepe-
KJItouartesieil IByX TUIIOB UIMMYHUTETA: MaTTepH-aK-
tuBupyemoro (PTI) u addekTop-aKTMBUPYEMOIo
ummyHureta (ETI) [52]. Elue onmHO# BBISIBJIEHHOM
¢yukuueit Hsp70 B UMMyHMTETE pacTeHU SIBISIET-
CsI y4acTHe 3TOro 0ejika B MOAYISIUMU (PYHKLIMOHU-
poBanusi MAPK kackana. Tak, cBepxakcrpeccust
Hsp70 unrubupyer MAPK curHanbHbIfl Kackan,
KOTOpPBIIA 3aAeiiCTBOBAH B Pa3BUTUM amoITOTUYE-
ckoit rmbenu knetku [53]. ¥V pacteHuit puca Tak-
XKe oOHapyxeHo, yTo Oemok OsctHsp70-1 mmeer
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¢yHKUIMOHANBHYIO CBsI3b ¢ Ras/Raf-cBa3aHHbIM
MAPK KrHa3HbBIM KacCKagoM.

HccnemoBanus mociaenHUX JIET MOKa3aliu, YTO
Hsp70 mmpuHMMaeT yyactue B peaqn3aliii TaK Ha-
3bIBAEMOI0 KOHTPOJISI KadyecTBa SHOOILIa3MaThde-
ckoro petukynyma (ER quality control (ER-QC)),
TeM CcaMbIM IIPMHMMAsl OMNOCPENOBAHHOE Yy4YacTHE
B Pa3BUTUMU UMMYHHBIX peakLuii pacteHuii |55, 56].
IToxkazaHo, uto peuentop Vel ydacTByeT B 3amycke
3alIUTHBIX PeaKIIWil pacTeHUs IIPOTUB I'PUOHOIO
naroreHa Verticillium dahliae. UMerorcsl naHHBIE,
4TO 1IJis1 PYHKIIMOHUPOBAHUS PELIEHTOP-IIOT00HBIX
o6enkoB Vel u Cf pacteHmit Tomara, MPUHUMAO-
IIMX y4acTHe B 3allyCKe ITaTTepH-aKTUBUPYEMOTO
HUMMYHHUTETa, TpeOyeTcss WX KOPPEeKTHBIA oJ-
IVHT U TImko3mnnpoBanue [57—59]. Kpome Ttoro,
IOKeH OBITh IIPemOTBpAllleH TPaHCIIOPT He3pe-
JIBIX PELenTOpOB K IUIa3MaTUYECKON MeMOpaHe,
MOCKOJIbKY OHM MOTYT ObITb HEe(YHKIMOHAJIbHBI
B CBSI3BIBAaHUU JIMTAHIA W aKTUBALIMU CUTHAJIbHBIX
nyteii. BeposiTHee Bcero, IJisl OCYLLECTBACHUS BCE
HEeOoOXOIMMOM MOCTTPAHCISLMOHHON Moauduka-
LMW, IJIS CO3peBaHMSI TPaHCMEMOpPaHHBIX pelell-
TOPOB M CYIIECTBYET CHCTeMa KOHTPOJISI KayecTBa
ER-QC, B XOoTOpOif 3ameiiCTBOBAHBI IIAIIEPOHBI
SHIOILUIA3MATUYECKOTO PETUKYIyMa, TakKue Kak
Tak Ha3blBaeMble Oesku Bip, K KOTOpPbIM OTHOCST-
ca 6enku cemeiictBa Hsp70, pyHKIIMOHUpYIOIIE
B OJHIOIIA3MAaTUYECKOM PETHKYIyMe U B3anMO-
nmevictBytonie ¢ Hsp40-mmomo6HBEIM OentkoM SDF2
(stromal-derived factor-2) [60]. [maBHasg GyHKLMsS
oatux manepoHoB ER-QC 3akmouaercss B Iipe-
IOTBpAIICHNM HAKOIUICHUSI He(QYyHKIIMOHAIBHBIX
0enKoB myTeM ydJacTus B (oJauHIe OSIKOB M 3a-
IyCKe CcTpecca B DHIOIIA3MATHUYECKOM PETUKYIY-
Me [55, 61]. Myrauus 6enkoB BiP cucrembl KoHTpO-
151 ER-QC mpuBomIUT K OTCYTCTBHIO YCTOMUMBOCTH
TOMaTa K IaToreHy. OTU TaHHBIE CBUACTEIBCTBYIOT
B ITOJIb3Y YYACTHS IIAIIEPOHOB SHIOILIa3MAaTUIECKO-
IO PETHKYJIyMa B Pa3BUTUM 3alIUTHBIX UMMYHHBIX
peakuuit [62—64]. [IpuBeneHHbIE BbILIE PE3y/abTa-
TBI, IIOJYyYeHHBIE HA pa3HBIX (PUTOMATOCHCTEMax
W IIPY Pa3HBIX TUMAX B3aNMOIEICTBUIL OPraHN3MOB
(COBMECTUMOCTh-HECOBMECTUMOCTD), IIPOTUBOpE-
YUBBI 1 HEOOTHO3HAYHEI 1 CBUICTEIBCTBYIOT O TOM,
yTto 0eskm cemerictBa Hsp70 MoryT crmtoco6cTBOBaTH
KaK pa3BUTHIO MMMYHHBIX peakIuii, TaK 1 UHPU-
LIMPOBAHMIO PACTUTEIEHOTO OpraHN3Ma IIaTOTEHOM.

Cemeiicmeo Hsp90

M3 Bcex M3BECTHBIX OCIKOB TEILUIOBOTO IIIOKa
pactenuii yaactue Hsp90 B pa3sBUTUM MMMYHHBIX
peakuuii cauTaeTcss Hanmbosee nokazaHHbBIM. Hsp90
B KOMIUIEKCE C KO-IIAIlepOH-TIOMOOHBIMUA MOJIEKY-
mamMu RAR1 1 SGT1 BBEMONMHIIOT KIIOYEBYIO POITH
B peakuusax 3PdeKTop-aKTUBUPYEMOI0 UMMYHUTE-
Ta — BTOPOI crielnMUIECKON JIMHNUN 3alIUThI pac-
TeHus [65—67]. B UMMYHHBIX peakuusax pacTeHUit
uuTto3oibHble Hsp90 mprHuMaloT yyactue B cOop-
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K€, KOHTPOJIe CTA0OMIBHOCTH 1/WIN aKTUBAIIMU MM-
MYHHOTO PeLeIITOPHOro KOMILIeKca. TouyeuHble My-
Tauuu reHoB Asp90.2 v hsp90.3 puca (Oryza sativa L.)
MIPUBOASIT K IIOBBIMIEHHOMY COAEPKAHUIO MMMYH-
HBIX penenropoB, BKmodas SNC1, RPS2 u RPS4
U ONIpEenesaioT YCUJICHHYIO YCTOMYMBOCTh 3THUX
pacTeHuil K 3a6osieBaHUAM. OOBSIICHIETCS 3TO TEM,
yto Hsp90 coBmectHO ¢ 6enkom SGT1 yyacTByloT
B ¢opmupoBaHnuu SCF E3 yOMKBUTUH-JIMTa3HOIO
KOMILIEKCa, KOTOPBIA METUT MMMYHHBIC pEILeITO-
PHL I JaibHeWIel nx gerpamanuu. Takas pery-
JISILIUSL IMeeT pellaroliee 3HaueHNe B OTpaHNICHUN
KOJIMYECTBA MMMYHHBIX PELIENITOPOB, YTO ITO3BO-
JIsIeT M30eraTh pa3BUTHSI ayTOMMMYHHBIX peak-
it [3, 68]. B npyrux paborax ObLI0 MOKa3aHO, YTO
in vitro SGT1 MoxeT B3auMOAECTBOBATh C OEJIKOM
SKP1 u cBga3bIBaThCsl B TaKOM cocTosiHUMM ¢ Hsp90,
obpasysl Ko-1IallepOHHBI Komiuieke [69, 70].
HccnenoBanus dyHkuumii komruiekca SCF noka-
3ali, YTO OH pEeryJUpyeT CTabUIbHOCTh R-0€JKOB,
YTO CBUIETEIbCTBYET O BoBJeueH Hsp90 B peak-
1M 3¢ PeKTop-aKTUBUPYEMOTro UMMyHuUTeTa [71].

Cemeiicmeo Hsp 100

Cpenn 6enkoB cemeiictBa Casein lytic proteinase/
heat shock protein 100 (Clp/Hsp100), koTopEIe sB-
JISIIOTCS 1IanepoHaMy, y4acTBYIOIIMMHM B pa3dop-
K€ U PEKOHCTPYMPOBAHUM OEIKOBBIX KOMILJIEKCOB
¢ 3atpartoii sHepruu AT®, Hanbonee M3yIeHHBIM
apnsercsa 6e1ok Hspl01. benox Hsp 101 coBmecT-
Ho ¢ Oenkamu cemeiictBa sHsp u Hsp70 obecrieun-
BalOT Je3arperauuio LIUTOTOKCUYECKUX OEIKOBBIX
arperatoB. ITomuMo nurozonabHoro HsplOl kx ato-
My ceMeiictBy oTHocsaTcs 6enku ClpB-p u ClpB-m,
WMelollMe XJOPOIUIACTHYI0 U MUTOXOHIPHUATIbHYIO
JIoKanu3auuo cooTBeTcTBeHHO. IIIupoko u3BecT-
HO, 4TO LMTO30JbHbIA Oemok Hspl0l Heobxomum
ISl pa3BUTUSI WHAYLMPOBAHHOM TEPMOTOJIEpPAHT-
HocTUu [72]. UHTepecHO, YTO, XOTS TPaHCKPUITHI
Bcex Tpex reHoB (hot1-3 (Hsp101), clpB-p v clp B-m)
HaKamnjauBalTCd MpPU OEUCTBUM BBICOKUX TeMIIe-
patyp, Oenku ClpB-p u ClpB-m He y4yacTByIOT
B Pa3BUTUM WHAYLUPOBAHHOU TEPMOTOJEPAHTHO-
ctu. Bmecte ¢ Tem myrtauus reHa ClpB-p BbI3biBa-
eT HapylIeHUsI CUHTe3a XJopoduiaa U pa3BUTHUS
xjopomiactoB [73, 74]. Kpome cyluecTBeHHOM
poOJIM B Pa3sBUTUM WHAYLMPOBAHHON TEpMOTOJIE-
paHTHoctu, Y A. thaliana Hspl0l obecrnieyuBaer
MOBBIIIEHUE TIPOAYKTUBHOCTU PAaCcTeHUIA TIpU HOP-
MaJbHBIX YCJIOBUSIX pocTa. BeIKIoUueHue reHa oe-
ka Hspl01 npuBOoAUT K YMEHBIIIEHUIO KOJUYECTBA
CeMsIH, CPOKOB MpopacTaHus, 00lLlell cyxoii MacChl
U KOJUYECTBA COLBETUM, K YBEJIWYEHUIO WHTEH-
CUBHOCTU TpaHcnupauuu [75]. benku cemeiicTBa
Hsp101 ¢pyHKIIMOHUPYIOT B BUE TOMOI€KCOMEPOB.
MexaHu3M Je3arperauuy OeJIKOB BKJIIOUAET B CeOs
ruaposm3 AT® ¢ omHOBpeMeHHBIM pa3BepThIBAaHU-
€M HenpaBUJIbHO CBEPHYTOro 0ejiKa, MPOTIrMBaHue
pa3BEepHYTOro MOJUIENTHIA Yepe3 LEeHTPabHYIO
Ne 3
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nopy, 1 pedONINHT B COYCTAHUM C APYTUMHU MO-
JnekyaspHbiMU 1nanepoHamu. IlociaenHue paGoThI
nokaseiBaioT, yTo Hsp 101 cTpykTypHO B3amMmoneit-
CTBYIOT C IIPOTEOCOMAaMM, OCYIIECTBIISSI IPOIIECC
Jerpagaluuy yOMKBUTUHUPOBAHHBIX OeJIKOB [76].

KparkoBpeMeHHBIE BO3IEHCTBUS YMEPEHHO
MOBBILIEHHBIX TeMnepaTtyp (37°—39°C), a Tak-
K€ TpaHCT€HHBbIE MaHUMIY/ISLIMKA BBI3BIBAIM YBeE-
JqmyeHne KommdectBa Oenmka HsplOl B kieTkax
pPaCTeHUI U CYCIIEH3MOHHBIX KYJIBTYP KJIETOK Ta-
b6aka [77]. IIpu mocnenyiomeM BO3neHCTBUU (HU-
TomnaToreHHbIX O0akTepuit Clavibacter michiganensis
ssp. sepedonicus (Cms) Ha KyJbTypy TPaHCT€HHBIX
KJIeTOK Tabaka cBepxakcrpeccust Hspl01 mpuBo-
WA K CHIKEHHIO 3(OEKTUBHOCTY 3aIIIUTHBIX pe-
aKIUil 110 CPAaBHEHUIO ¢ OOBIYHBIMU KYJIBETypaMM.
AHajlormyHoe CHIXeHMe 3(P(PEeKTUBHOCTH 3aIUT-
HOTO OTBeTa Ha MH(ULMpPOBaHUE naToreHoM Cms
Hab/II01a70Ch MoCce YMEPEHHON TeIlIoBOi oOpa-
OOTKM, YTO BBI3BIBAJIO IIOBBIIIEHUE SKCIPECCUM
Hsp101 1 mpuBoaniio K MeHee MHTEHCUBHOM TeHe-
pauun A@K B pacTutenbHBIX KileTKax. IIpomeHT
rubesIn KJIeTOK B XO/Ie peaKIIMKM CBEPXIYBCTBUTEIb-
HOCTM — BaxHelmel peakuuu 3pdeKTop-aKTu-
BHUPYEMOI0 MMMYHHMTETAa — TaKxKe ObUI HMXE Yy Ta-
baka, TpaHcopMHupOBaHHOTO reHoM Asp 101 [77].
IIpu 3TOM HEOOXO0AMMO OOPATUTh BHUMAHME HA TOT
¢axT, 9TO IMOBBIIIIEHHAs 3KcIpeccus reHa hsp 101
Hsp 101 (mpu Tpancdopmanuy Tabaka) He BIUSIIA
Ha BBIXMBAEMOCTD KJICTOK IIPY KYJBTUBHPOBAaHUM
¢ E. coli — HeTMIIMYHOTO JIST pacTEHU MaTOreHa,
KOTOPBII HE BHI3BIBACT aKTUBAIIAIO CIIEIIM(UIHBIX
3alIUTHBHIX PEaKIIUM B KJIeTKax Tabaka. YCuJIeHHasI
akcmpeccust Asp101 Hspl01 B KyJapType KIETOK Ta-
0aka TakKe CHMXKajla CIIOCOOHOCTb pacTUTEIbHBIX
KJIETOK ITOAABJISITH IIpOIecC OMOIIEHKOOOpa3oBa-
Hua y puromaroreHa Cms [78].

Kak u3BecTHO, CIIOCOOHOCTH OOpPa30BBLIBATH
OMOILUIEHKHU SIBJISIETCS KJIIOYeBHIM (paKTOpOM I1aTO-
TeHHOCTA y BaCKY/ISIPHBIX (DUTOIIATOTEHOB, K KO-
TOPEIM NIpHHAmMIEXKUT Bua Oakrepuii Cms. IloaTo-
My MEHee BBIPAXKCHHBIII MHTHOMpPYIOMU 3hEdeKT
TpaHchOpMUPOBAHHOI KYJIBTYPHI KJIETOK TabaKa Ha
mpoiiecc oOpa3oBaHus IUIEHOK Cms, IO CPaBHEHUIO
¢ IelicTBMEM Ha OMOILUIEHKOOOpa30BaHME HETPaHC-
(GopMHUPOBaHHOI KYIBTYPHI, CBUIECTEIbCTBYET O I10-
JABJICHUM 3alllUTHHIX PeakIuii UMMYHUTETa B pac-
TUTEJIPHBIX KJIETKAaX C ITOBBIIICHHOM 3KCIIpecchueit
hsp101 Hspl0l. OmnmcanHbIe pe3yIbraThl TOBOPSIT
B TIOJTB3Y TOTO, YTO OesKM TeroBoro moka Hsp101
OCHA0JISIIOT Pa3BUTHE PEaKIUil CIe(pUIeCKOro
3 deKTOP-aKTUBUPYEMOTIO UMMYHUTETA.

IIpuBeneHHbIe B 0030pe TaHHBIE CBUIETEIIb-
CTBYIOT O TOM, YTO KaXIBI KJIacC OCIKOB TEILIO-
BOTO IIIOKA, BBIIIOJHSIS CBOM HecIelu@pUIecKue
(GYHKIMY B KadyecTBe IAIICPOHOB, TaKXKe ITPUHM-
MaeT yJacTHe W B ONpPeIeIeHHBIX MeXaHU3MaX MM-
MyHHBIX peakuuit. ITokazano yuactue BTII Ha
Pa3HBIX YPOBHSX 3aIlIUTHI pPACTECHMSI OT ITATOI€HOB:
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KaK Ha YpOBHE HecIleln(pUUeCKOro mnaTTepH-aK-
TUBHUPYEMOIO, TaK M Ha YpOBHE CIELU(PUIESCKOIO
a(ppexTop-aKTUBUPYEMOTro MMMyHUTETa. bojb-
IIMHCTBO PE3yJIbTaTOB MCCJICNOBAHUM  yJ9acTUs
BTIIl B uMMyHMUTETEe paACTEHMIA CBOASTCS K TOMY,
YTO OEJNIKM TEIUIOBOIO IIIOKAa B KayeCTBE IaIepo-
HOB 00ecIeuynBapT “TpaBUIbHOE” (HYHKIIMOHUPO-
BaHME YYACTHMKOB 3aIlIMTHBIX PEAKIIMiA, TIABHBIM
00pa3oM HMMMYHHBIX PELENTOPOB, OCYIIECTBIISIS
UX KOPPEKTHBIM U HYXHBINH (PONINHT, pedOoamruHr
B YCJIOBHSIX CTpPECCa, CBOEBPEMEHHYIO AeTpagaluio.
YacTtp uccaemoBaHUiA TAKKE CBUIETEIBCTBYET O B3a-
umoneiicteun BTIHI ¢ yyacTHUKaMU CJIEAyIOLIETo
9Tana UMMYHHBIX peaKInil B KJIIETKe — y4aCTHUKA-
MM CUTHAJIBHBIX KacKamoB. BeposiTHO, m Ha 3ToM
atane BTII ocyliecTBASIOT KOHTPOJIb JAaHHON CHU-
CTeMbl — 00eCIeYMBaIOT IIPaBUJIBHOE CO3pEBaHMUE,
pedOIIHT W, IIPpU HEOOXOMMMOCTH, AETPamalInio
0eKOBBIX MOJIEKY. B TO xXe Bpems OeJIKu TeTI0BO-
ro II0Ka CHOCOOHBI MOAABATh peakKlUuu UMMYHU-
TeTa pacTeHUsI, CNOCOOCTBYsI Pa3BUTHUIO ITATONEeHE3a.
HecomuenHo, Bonpoc yyactust BTII B uMmMyHuTEeTE
pacTeHuii TpedyeT JaJbHENIIEro AeTalbHOIO Ucclie-
JMIOBaHUS CIEUMAIMCTOB B 00JacTU (PUTOMMMYHO-
noruu. Baxxno onpeaenuts poab BTII B pa3Butuun
3allIMTHOTO OTBETA, U3YYUTh UX (PYHKLIMU B UMMYH-
HBIX peakLMsIX pacTeHUI KaK Mpy pa3BUTUU COBMeE-
CTUMBIX, TAK U HECOBMECTUMbIX B3aUMOOTHOILIEHU A
pacTeHuii M1 MuUKpoopraHusmoB. Hapsimy ¢ Teope-
TUYECKHMMU acIleKTamMu, OOJIbIIOK MpaKTUYeCKUA
WHTEPEC BbI3bIBAIOT CJIEAYIOLIME BOIMPOCHI: KAKUM
oOpa3oM mpeaBapuTeNbHasi TEpMOOOpadOTKa U MO-
cienyloliee ycuiaeHue skcrpeccuu BTII moryt
MOBJIMATh HA PE3UCTEHTHOCThb CEJIbCKOXO3SICTBEH-
HBIX KYJBTYP K BpeOUTENsIM, a TaKxKe BO3MOXKXHOCTD
KUCIOJb30BaHUS 3alIMTHBIX (yHkuuii BTI npu
TpaHCreHe3ze (MHCEePLUUM) MX T€HOB B I€HOM KYJb-
TYPHBIX PACTeHMI [JISI 3a1UThI OT MATOT€HOB.

B HacTosiiiee Bpemsl, UCXOAsd U3 TMOJYyYEHHBIX
pe3yNbTaToOB WCCeaoBaTeNeil pa3UYHBIX IITKOJ,
ycraHoBieHo yyactue BT B (hyHKLIIMOHMPOBAHUHU
JIBYX YPOBHEM BPOXXIEHHOIO UMMYHMTETA paCTEHU I
U TI0Ka3aHa MX CBSI3b C PELIENITOPHBIMU CUCTEMAMU
KakK Hecleuu@uueckoro MMMYHUTETA, aKTUBUPYE-
MOTO MUKPOOHBIMU MOJIEKYISIPHBIMU MaTTepPHAMU
(pattern-triggered immunity, PTI), Tak u cneuudpu-
YeCKOTro UMMYHMTETA, aKTUBUpPyeMOro 3ddeKTopa-
mu nnatoreHoB (effector-triggered immunity, ETI).

Pabora BbITIOTHEHA B paMKax TrocyJapCTBEH-
HOro 3amaHusl MUHUCTEpPCTBA HAyKUM W BBICIIIE-
ro obpazoBanusa Poccuiickoit Denepannu (Tema
Ne 122041100050-6).

ABTODPHI 3agBISIOT 00 OTCYTCTBUM KOH(MDIUKTA
WHTEPECOB.

Hacrosiaa craThsl He CONEPXUT KaKUX-JIH-
00 McclieNOBaHUM C YYaCTUEM JIIOAEN U XKUBOTHBIX
B KauyecTBE 0OBEKTOB MCCIIETOBAHU.
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