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(Munck, Benapycy)

CamununoBass  kucinota (CK) sBmseTcs (HUTOTOPMOHOM, HIPAlONIMM BaXKHYIO pOJb B psfe
(U3NONOTUYECKUX PEaKlUil, BKIIOYAs 3allUTy PACTCHUH B CTPECCOBBIX ycioBmsax. CuctemHas
npUoOpeTeHHas YCTOWYMBOCTL (system acquired resistance, SAR) sBisietcs omraum u3 Takux CK-
3aBUCHMBIX OTKJIMKOB IpH TatoreHe3e. SAR mpenctaBisier co00i MeXaHW3M Iepeadd CHTHAJIOB Ha
OonpImMe pacCTOSHMSA, KOTOPBIH OOecleyMBaeT IIMPOKHH CIEKTp peaknuidi © NITCIBHYIO
YCTOWYUBOCTh K BTOPHYHBIM HMHQEKIMAM. OTa YyHHKaldbHas OocoOeHHOCTh nenaeTr SAR Bechma
MIEPCIICKTUBHEIM TIPU3HAKOM B PAaCTEHHEBOICTBE. B 0030pe mpeacTaBIeHBI CBEACHUS, KacaroIIuecs
pom CK B passutun SAR B oTBeT Ha [EHCTBHE pasHOOOpPA3HBIX CTPECCOBHIX (haKTOPOB.
Paccmotpensl Bo3MoOXHBIE TyTH OmocuHTe3a sH#oreHHOW CK B pacTeHHMsIX W HX CBA3b C
dbopMHUpOBaHWEM WHAYNHPOBAHHONH YCTOHYMBOCTH, a TakKe MPHUBEACHBI HSKCIECPHUMEHTAIBHEIC
JTAaHHBIC ¥ THIIOTE3BI, KacaloMmUecss MexaHm3Ma 3amuTHoro aeiicterusa CK B yCIOBHAX OMOTHYECKOTO H
abuotnmueckoro ctpeccoB. Ocoboe BHUMaHHWE YJIENeHO pe3ylbrataM wuccienoBanus pom CK B

dbopmupoBarnnn SAR B pacTeHHAX NPH MAaTOTeHe3€ B yCIOBUAX THIIEPTCPMHUH.

KiroueBble cjoBa: cucmemnas

npuobpemennas  yCcmouyusoCms,
Memuacaruyuiam, akmugHvle Gopmosi

CanuyuLo8ast
Kuciopooa, Kanvyutl,

Kucioma,
Kamanasa,

nepoxcuoasa, HAIJ®H-oxcuoasa, PR-6eaku, namozenes, cunepmepmus

B nocnennue nBa necATWIETHS IPOU30-
IIEJT Psii IPOPBIBOB, CBSI3aHHBIX C M3ydEHUEM OHO-
cunre3a cammmioBoil kuciorel (CK), ee TpaHc-
MopTa M ydyacTwsl B KJICTOYHOM CHTHAJMHIE. DTH
cBelleHus nokasbiBaioT, uTo CK urpaer xpuruye-
CKM Ba)XKHYIO POJIb KaK B MECTHBIX, TaK M B CH-
CTEMHBIX 3alUTHBIX OTBETaX, (POPMUPYIOLIUX UM-
MyHUTeT pacTeHuss. CrocOOHOCTh NMPOTHUBOCTOSITH
aTake IIATOTCHOB, a TakkKe JpPyrux CTpecc-
(akTopoB, ompenenseT OHONOTMUECKHH ycreX
pacturensHOro opranmsma. Ha manHom srame pas-
BUTH arpOTEXHOJIOTMI YCTOMYMBOCTH K OCHOB-
HBIM OMOTHYECKUM 1 aOMOTHYECKHM CTPECCOpaM —
OJTHO M3 OCHOBHBIX TPeOOBaHHH, MpeabsIBIIEMBIX
K COpTaM pacTeHUL.

NMmyHuTeT pacTeHuii npeacTaBsieT coOon

CJIOKHYIO MHOTOYPOBHEBYIO CHUCTEMY C HECKOJb-
kuMu JmHEsIMA  3amurhl  (KaOammmkora, 2018).

Aodpec ons xoppecnonoenyuu: Kabamnnkosa Jlromvuna de-
nopoBHa, MHCTUTYT OHOGYBHMKM W KIETOUYHOW HHKEHEpUH
HAH benapycu, yn. Axamemmdeckas, 27, . Munck, 220072,
benapycs;

e-mail: kabashnikova@ibp.org.by

UT0o0BI TONYYHTh JAOCTYH K MATATEIHHBIM BEIIe-
CTBaM pPacTEHHA-XO35MHA M 3aBEPUINTH CBOM JKU3-
HEHHBIN IWMKJI, IATOI€H JOJDKEH IPEOdONeTh CHa-
yaja IACCUBHbIE 3allMTHbIE MeXaHusMbl. K HuM
OTHOCATCS CTPYKTYpHbIE Oapbepsl, TAKHEe KaK Ky-
THKYJA, KIETOYHAs] CTEHKA M KOHCTUTYTHBHO MPO-
JIyLApyeMble AHTUMUKPOOHBIC COETUHEHUSA
(Miedes et al., 2014). B gononHeHre K 9THM Mac-
CUBHBIM ME€XaHM3MaM pacTeHHs 00NajaroT JBYX-
YPOBHEBOW aAKTHMBHO HHIYLMPYEMOW HMMYHHOM
CHCTEMOM, KOTOpas BKIIOYAET HeCTIeIHM(pUYeCKHi
U CTieIM(UY eCKHUI BPOXKICHHBI UMM YHHTET.

Hecneyuguueckuti ummynumem 310 TIEPBBINA
YPOBEHb HIMMYHHOTO OTBETa WIH TaK Ha3bIBaEMBbII
MaTTEepH-aKTUBUPOBAHHBIH WMMYHHTET (pattern-
triggered immunity, PTI), xoTtopsIii accommmpoBan
C MUKPOOHBIMH MOJEKYJSIPHBIMU CTPYKTYpaMH
(microbe-associated molecular patterns, PAMP).
PAMP mpencTaBistoT co0OM IMPOKO KOHCEPBa-
THBHbIE MHUKPOOHBIE MOJEKYJIbI, TaKUe KaK JIAIO-
NOJIMCAaXapuIbl, MENTUIONIMKaHbl, OaKTepuab-
HBI (UareuyiiH WM TPUOHOW XUTHH, KOTOpBIC
BOCTIPUHAMAIOTCS TIOBEPXHOCTHBIMH PELIETITOPAMH
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pacTUTENHHBIX KIIETOK, HA3bIBAEMBIMU TATTEPH-
pacrio3HaroMUM A peuenropaMu (pattern-
recognition receptor, PRRs). Xopomo nokymeHTH-
POBaHHBIM TIPUMEPOM SIBIISIETCS PaCIO3HABAHHE
nenruna flg22 w3 OakrepuwanbHOro (hraresummHa
pererropom  FLS2  pacrenmit  apaGumorcuca
(Peyraud et al., 2017). Bo MHOrux ciiydasix 3TOi
muavm 3amutel (PTI) moctatowHo st GopeObI ©
aTaKol MaTOreHOB U TOMJICPXKaHUS 3JI0POBbS pac-
TeHnid. Tem He MeHee, Omarojgapsi SBOIIOIMHM, T1a-
TOTCHbl HAYYWIACH OOXOIHTH CHUCTEMY 3aIlUThI
pacTeHuit Ha ypoBHe pacno3HaBanusi PRRs u mpo-
HUKATh B KJICTKH.

Cneyugpuueckuti uMMyHUmMem 3TO BTOPOH
YPOBEHb 3aAIIUTHl PACTECHUNA WM TaK HA3hIBA€MBbII
addekrop-akTuBUpoBaHHbI nMMyHuTET (effector-
triggered immunity, ETI). On onocpenyercst 6en-
KaMW BHYTPHKIIETOYHOW pe3uctenTrHoctH (R-
OeylkamMu), KOTOpBIE PACIO3HAIOT MOJEKYJbI, T.H.
3¢ deKTopsl, BBOIUMBIC MATOTCHAMH B KJICTKHU pac-
tenmii (Glowacki et al., 2011). B orymure or PTI,
KOTOPBIA TPHUIAET PACTCHHSIM YCTOWYMBOCTH K
IIMPOKOM rpyrme MukpoopranmsmMoB, ETI crenw-
¢uueH A M30ISTOB MHKPOOPraHM3MOB, HMPOIY-
MPYIOUMX JaHHBIA 3(QEeKTop, W TPUBOAUT K
TIOJTHOMY CONPOTHUBJICHHIO, YacTO COMPOBOXKIIae-
MOMY OBICTPOH 3aIporpaMMHUPOBAHHOM KIISTOTHOM
CMEpPThIO, HA3bIBAEMOI THIICPYYBCTBUTEIIBHOM pe-
akiweit (hypersensitive response, HR) (Coll et al.,
2011).

Celiyac 04YEBHIHO, YTO JIFOOOE JOCTATOYHO
CWILHOE CTPECCOBOC BO3JCHCTBHUE, KaK OHOTHYE-
CKOE, TaK ¥ a0HOTHYECKOE, 3aITyCKaeT B PACTCHHIX
TIOCJICI0BATEIILHOCTh OIHMX U TEX JKE 3aIIMTHBIX
peaKmyii, CIeICTBHEM KOTOPBIX CTAaHOBHUTCS He-
creIMpIIecKoe KpaTKOCPOYHOE CHUCTEMHOE TIO-
BBIIIICHHE YCTOWYMBOCTH K TIOBTOPHOMY JICHCTBHUIO
ctpeccopoB (Akynos, 2006). IlIupokwuii criekTp Ta-
KOW yCTOMYMBOCTH M3BecTeH kKak SAR. Dto siBne-
HUE COXPAHAETCS CPEeOU Pa3JIMUHbIX PACTCHHH W
obecrieurBaeT CTaOWIHHYIO YCTOHYMBOCTH K He-
creimpraeckum matorenam (Wendehenne et al.,
2014).

Knaccmueckast ¢opma SAR moxker OBITH
BbI3BaHA BHPYJICHTHBIMY, ABUPYJICHTHBIMU W He-
MAaTOTCHHBIMA MHKPOOPTaHM3MaMU W HCKYyC-
CTBEHHO C TIOMOUIBIO XMMHYECKHX COEJINHCHHI,
KOTOpbIC SIBJIIOTCS JOCTYIHBIMU JUJISI pacTCHUN
HPOJYKTAMU MPOMEKYTOYHBIX PEaKIMid UMM YHHO-
ro orBeta. TakuMu BeIeCTBAMHU MOTYT BBICTYTIATh
CK, METWICAIMIIAT, 2,6-muxJop-
HM30HUKOTHHOBAS KHCJIOTa (INA), Oen-
30(1,2,3)THanm30m- 7-kKapOOTHOHOBOM KHCIJIOTHI  S-
stuwioBsii 3¢up (BTH), cuctemun u ap. (Sticher et
al., 1997; Park et al., 2007). B 3aBHCHMOCTH OT BH-

32

Jla pacTeHus W 3ucuropa 1a coznanusi SAR He-
00XOIIUM OTIpeJIeNICHHbIH TIEPHUOJI, COOTBETCTBYIO-
nmii Bpemenn HakomieHmsi CK w marores-
3aBHCHMBIX OeJikoB 1o BceMy pactenmro (Ward et
al., 1991; Cameron et al., 1994).

Eme B 1979 r. P. Baitr ormerun, yto npu
(hopMUpOBaHNHM HECTICTM(PUIESCKOrO aIanTalroH-
HOTO CHHIpOMa B KJIETKaX pacTeHUS MHOTOKPATHO
yBemauBaetrcs coiepkanme CK, a o0paborka
pPacTEeHMH 3TUM BEIIECTBOM AKTHBHPYET 3KCHpec-
curo 3anmrHeix PR-TeHoB (pathogenesis related
gene) Kak MUHUMYM JIEBSITH KJIACCOB U MHIYLPY-
€T pa3BUTHE CHUCTEMHOW NMPUOOPETEHHON yCTOWY H-
soctu (White, 1979; Sudisha et al., 2012).

C wWcronb30BaHWEM TPAHCTEHHBIX  (cCaly-
IaT-1e(PUIMTHBIX) pacTeHnd Tabaka ObBUIO BbI-
SIBJICHO, 4TO 00paborka Takux pacrenmii CK wm
e€e  CTPYKTYpHBIMM  aHamoramu  (MeTui-2,6-
JIMXJIOPU3OHMKOTUHOBOW KHCIIOTOW W OEH30THONI M-
a30JI0M) TIPUBOAUT K (POPMHUPOBAHUIO YCTOWIMBO-
CTH, CPaBHIUMOH C ypOBHEM KOHTPOJBHBIX pacTe-
anii (Asai et al., 2000; Xie et al., 2009). Takum
obopaszom, kmoueBas ponb CK kak wHIyKTOpa
YCTOWYMBOCTH PACTEHHN NEpecTala BBI3BIBATH CO-
muennst (Wees et al., 2000; Tapuesckwii, 2017).

B manHOM 0030pe paccmorpena poms CK B
dopmupoBarm SAR ¢ ydactuem ADK u pepmen-
TOB aHTHOKCHWIAHTHOM 3alUThl ¥ HEKOTOPBIC Me-
XaHM3MbI €€ B3aUMOJCHCTBUS C APYTUMH MyTIMH
CHUI'HAJIbHOM TPAaHCAYKLMU B PACTUTEIILHOU KIIETKE
IpY TIATOTEHE3e.

buocunmes u mpancnopm CK (ee npou3s-
600HBIX) 8 pacmumesibHOIl K1emke

®epmentsl cunre3a CK, oOpasyrorces B 1u-
To3oie Ha 80S pubocomax, 3aTeM TPaHCTIOPTUPY-
IOTCS B XJIOPOIUIACTHI, TJI€ OCYILIECTBISETCS CHHTE3
CK m3 mpeniecTBEHHUKOB. Y CTaHOBIEHO, YTO
omocuare3 CK B pacTeHMSIX OCYIIECTBISETCS TIO
MyTH OIMKAMOBOM KHUCJIOTHI W 00pa3yeT ABe pas-
JIMYHBIC TIOABETKH, 00€ M3 KOTOPBIX CHHTE3HPYIOT
CK (puc. 1).

OTHU pa3BeTBICHHBIE MyTH, O0O3HAYEHHBIE
Kak nyTu moxopmmartcunrassl (ICS) — u denmn-
ananHaMMonniaszel  (PAL), wucmonb3yror Xo-
pm3MaT B KauecTBe OOINETo MNpealiecTBEeHHHKA
(Shah, 2003; Chen et al. 2009; Kachroo et al.,
2009; An et al., 2011). ITepBast ctagus mytu PAL
BKIIOYaeT mnpeBpameHie (enwiananmaa (Phe) B
MpaHC-KOPUYHYIO KUCIIOTY, W 3Ta peakuys Kara-
mmupyetrcsi PAL, kimoueBbIM (EPMEHTOM 3TOTO
MyTH, KOTOPBIA MHAYIMpYeTCsl uHpeKIped. ['eHom
Arabidopsis kogupyet detsipe m3ohopmbl PAL u
yeTbIlpexkpaTHele MyraHTel PAL wm pacreHus
JIMKOTO THra, o0paboranHbie mHrHOWTOopoM PAL,
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Puc. 1. Ynpoue HHas cxema cunte3a CK B pactenusix (Gao et al., 2015, Bocnpoussoaurcsi mo pa-
3pele HMIO u31aTe s KypHaia Frontiers in Plant Science).
O6o3nauenmus: ICS — m3oxopusmarcunrasa, IPL — m3oxopmsmatnupyBammasa, PAL — ¢eHmIaaHIHAMMOHUHIN-

aza; BA2H — Genzoat-2- ruapokcuiasa.

MPOSIBIISIIOT  TIOBBILICHHYIO BOCTIPHMMYHMBOCTH K
MATOreHaM W HE CTOCOOHBI HMHAYIMpoBaTh SAR
(Pallas et al., 1996; Huang et al., 2010). PAL siBJsi-
€TCSl CBETOMHIYLMPYEMBIM (HEpMEHTOM, TIOITOMY
B TeMHoTe HakomeHue CK mpoucxonur Mennen-
HO, a 3alUTHBIC PEaKIM{ MPOTEKAIOT C HU3KOH
uHTeHCHMBHOCTHIO (Asal et al., 2000). Bropoii nyTh
cunre3a CK BKiIIOuaeT npeBpalleHue xopusmara B
moxopmmar ¢ nomouipio ICS, 3a koTopeiM cle-
nyeT mpeBpameHue moxopmmarta B CK ¢ nomo-
mpio moxopmmMartimpyBatimasbl (IPL). Myrarms
B ICS Taxke HapymaeT dopmupoBanre SAR (Jung
et al., 2009; Chanda et al, 2011; Wang et al.,
2014), 49TO maeT BO3MOXKHOCTH TPEATIONOKHUTH
KPUTHYHOCTD TSI MHAYKIMM Wi co3ganms SAR
kak PAL-, tak u ICS-nyreit 6mocuareza CK. [Tpu
3TOM OCTaeTCsl HeSICHBIM, Kakue (paKTopsI ompee-
JAI0T KOHKpeTHbIH Habop myteit PAL wm ICS s
ouocunreza CK. B ombiTax ¢ MedeHsIME CyOCTpa-
TaMHU U C UCTIONIb30BAaHUEM OIMHOYHBIX M JIBOMHBIX
MYTaHTOB TIOKa3aHo, 4yTo B cunre3e CK Oonee 3Ha-
YUMYI0 pOJib WIPaeT M30XOpU3MAaT-CHHTA3HBIN
myTh (10 90% u 6onee) (Tapuerckuii, 2017).

CK, cuHresmpoBaHHas B XJopoIvlacTax,
JKCTIOPTHpPYETCST B ImMTOo30ib 4yepe3 EDSS, dmen
cemetictBa TpancnioprepoB MATE (Multidrug and
Toxin Extrusion), pacroloXeHHBIX B 00OJIOYKE
xnopormiacta (Nawrath et al., 2002; Serrano et al.,
2013). [IpumeuaTtenbHo, yTo myTammst B EDSS, kak
u B ICS, mpuBonuT K MONHOMY TMPEKpPAIIEHUIO
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ouocunreza CK, a ne nakomnemmo CK B xmopo-
macTax.

B psine wuccnenoBanuii OBIJIO YCTAHOBIICHO
MHHIMAaJIbHO HeoOxommmoe copepxkanne CK st
pasBurusi SAR, omnako cremmduyeckoro Tpedo-
Banus K HakorwieHmo CK Bo Bpemst SAR we Ob110
BeIsIBIICHO (Cameron et al., 1999). Takim o6pa3zom,
xots1 CK siBHO kpurmuHa st SAR, omHOro Tomsko
HakorwieHnst CK HeZocTaTOYHO 11 yCTaHOBIICHUS
SAR.

VY CTaHOBIICHO, UTO B JHCTAIBbHBIX TKAHIX
SAR-uHnytmpoBanHbix pactenii CK HakammBa-
eTcsl B pa3HoM KommaecTBe: oT 10 Hr/r chipoii mac-
CHI JIO ~ 2,6 MKT/T cbipoii Macchl (Rasmussen et al.,
1991; Lawton et al., 1995; Cameron et al., 1999;
Mishina et al., 2006; Liu et al., 2010; Gao et al.,
2014). Takue naHHBIC TOBOPAT O TOM, 4TO SAR
MOXET HMHRyLMpoBaThcsl uepe3 CK-He3aBucuMmble
(haxTophl, TpU MHUHUMAaILHOM 0a30BOM YpPOBHE
CK. AmsrepHatuBHO Hakormienne CK B nuctanb-
HBIX TKaHIX MOXET CIOCOOCTBOBATH TMpPOLECCY
npaiiMHUHTa, YTO TPHUBOIWT K AaKTUBAIMU Ooree
CWIBHBIX 3aIUTHBIX OTBETOB MPU BTOPWUYHBIX WH-
¢dexmmax (Navarova et al, 2012; Gruner et al,
2013).

OGHapyxeHo, uyto konmeHTpaimsi CK Bo
(IOOMHBIX KIIETKAaX TPSMO KOPPEIHPYET C YpPOB-
HEM MHIyIMpoBaHHOM ycToiumBocTH (Ryals et al.,
1994; Hammond-Kosak et al., 1996). Dto moxa-
TBEp)KAAET NpeacTarienus o ToM, 4to CK saBiset-
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csi (UIOAMHO-TPaHCIOIMPYyeMbIM curHasiom (Asai
et al., 1998). binarogapsi cBoMM (HU3HUIECKHM CBOM-
crBam CK wmpeanpHa 71 JUCTAHIFIOHHOTO TpPaHC-
mopra 1Mo CHUTOBHIHBIM TpyOkam (TapueBckwii,
2002). BONBIIMHCTBO CHHTE3UPOBAHHBIX MOJICKYIT
CK mpeoOpa3zyercst U XpaHUTCSI B BHIE OHONOTH-
YECKM HEaKTUBHBIX IPOM3BOJHBIX IOCPEICTBOM
TJIFOKO3WIMPOBAHKS, METWIMPOBAHMSI U KOHBIOTA-
MM aMHHOKHUCJIOT, TOCKOJNBKY HAKOIUICHHE KHC-
JIOTHl MMEeT HeOIaronpusITHBIE (PHU3HOTIOTHIECKHE
nocyeactBus (Heil and Baldwin, 2002; Heidel et
al, 2004). K mmm ornocsitest B-D-rmokosun, CK
rmoKo3Helil 3¢up, Metwicamupuiar (MeCK) u
CK-amuHokuciotHele  KoubtoraTel  (Pierpoint,
1994; Vlot et al., 2009; Dempsey et al., 2011). B
OTBET Ha JeWcTBHEe cTpeccopoB (Y D-maydenue,
COJIM TSDKEINIBIX METAJUIOB, KOICOaHs TeMIepaTy-
PbI, TOKCUHBI NTATOT€HOB) PACTEHUE OTBEYACT 3a-
HIeaYMBAaHAEM  BHEKJICTOYHOIO MPOCTPAHCTBA,
YTO MPUBOJIUT K BBHICBOOOXKICHUIO CJIA00 CBSI3aH-
HBIX [-TJIMKO3WA3 KIETOYHON CTEHKH, pacuiervie-
Ho rmmkosuga CK u BeICBOOOXKIEHHIO BO BHe-

KiIeTouHoe mpocTpancTBo cBoboaHoit CK (Chen et
al., 1995).

ITpomsonnpie CK ciyxat B kauecTBe Gopm
XpaHEeHWsI, KOTOpbIE MOTYT OBITH NPEeoOpa3OBaHBI
obpatHo B cBoOomHyr0 CK (Hennig et al., 1993;
Kachroo and Kachroo, 2012). Oxsako, 3a HCKIIO-
yemneM  MeCK, konkperHas pom  CK-
npom3BOAHbIX B SAR ocTaeTcst HesICHOIL

MeCK sBnsieTcss JNE€Ty4YUM M TIOABWKHBIM
CK-npou3BOAHBIM, KOTOPOE HAKAIUIMBACTCS B HH-
(GUIMPOBaHHBIX U JAMCTANIBHBIX TKAHAX B OTBET HA
Bo3zaekicTBue Bo3Oymurens. Kak u CK, MeCK
TaKKe HAKAIUIMBACTCS BO (priosMe TabauHBIX JIH-
CTbEB, MHOUIMPOBAHHBIX BUPYCOM TaOayHOM MO-
samku (Park et al, 2007). Hdns pasBurms SAR
HeoOxonumo mpeobpaszoBath MeCK B CK B nu-
CTAJIbHBIX TKAaHAX B MHTEpBajie 48-72 4 nocne mnep-
BUYHOW WH(PEKIMH. OTOT BPEMEHHOM HHTEpBal
KOppENHpYeT C TAKOBBIM I MHAYLMPYEMOTO Ia-
toreramMu Hakomiernss MeCK B MHpUIMPOBaHHBIX
1 cucteMHbIx TKamsx. buocunres MeCK kaTtanu-
3UpyeTcs CK-meTuntpanchepazamu
(SAMT/BSMT), a npeBpanienrie MeCK o6paTHO B
CK omocpenyercs metwncrepazoii (MES) (Eff-
mert et al., 2005; Koo et al., 2007). Takum o6pa-
30M, CTIOCOOHOCTH K Tiepexony oxnoi popmer CK B
HCXOAHYIO UMEeT pelaromiee 3HaueHue 1t SAR.
Opnnako HemsBecTHO, siBmsieTcst 1 MeCK mpocto
tdopmoii moctapku CK B aucTajibHbIC TKaHH A
BeImonHsieT Jpyrue ¢yHkipu B SAR. Tlpumeua-
TeJNbHO, 4TO ompeaeneHnslii nporeHtr CK Bcerna
TPAaHCTIOPTHPYETCSI M3 HWHOKYJIMPOBAHHBIX B JIH-
craneueie TKanu (Kiefer, Slusarenko, 2003). VBe-
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mmaenue comepkannsi CK B opranax u Tkamix
pacTeHnii MOXKET OBITh HE TONBKO PE3YJILTATOM €€
CHHTE€3a WIM BBHICBOOOKICHMS M3 KOHBIOTATOB, HO
¥ TpaHCTIOPTa K OMNpPEJENCHHBIM MUIeHsM. Tak,
Meuenasi ok3oreHHast CK, HaHecenHas Ha omnpenie-
JICHHBIC JICThS PACTEHW BUHOTpaja, OOHAPYKU-
BaJlaCh B JIPYTHX JUCTHAX, IPHUEM paclipeiesieHue
CK mmMensnoch noja AeHCTBHUEM TEIUIOBOTO CTPeC-
ca (Liu et al., 2005). Takue naHHBIC TMO3BOJIAIOT
paccmatpuBaTh CK B kauecTBe MOOWIHLHON MoJIe-
KyJIBI JUJIS TIepe/ladrl CUTHAJIOB OT KJIETKH, aTaKye-
MOM NATOT'€HOM, K APYTUM KJIETKaM.

Yuacmue CK ¢ penpocpammuposanuu
IKCnpeccuu A0epPHbIX 2eHO08

CK sBnsieTcss OmHUM W3 CaMbIX (DHU3HOJIOTH-
YECKH AKTHMBHBIX HPUPOIHBIX COEAMHEHHH, CIIO-
COOHBIX WBMEHATH TPAHCKPUIIMOHHBIA TPOQHITH
pacTenuidl. B HacTosiee BpeMs mokasaHo, 4To 00-
paborka CK pactenuii copro BbI3bIBa€T MHIYKIMIO
B ymcThax 3217 u penpeccmo 1317 Bunos MPHK,
TOr7la KaKk M3MEHEHHE B MPOTEOMax PacTEHUH TOL
BiusiaeM CK mpoucxogur B MEHbLIEH CTENEHU
(me Oomnee 5% OenKOB, pa3MIaeMBIX HAa JBYMED-
HbIX 2nekTpodoperpammax) (Tapuesckuii, 2017).
B mocnegnue ronmbl Obla BBISIBICHA KIHOUEBas
pornb B CK-cursaivire KoakTUBaTOpa TPaHCKPUIT-
moHHbIX  (aktopoB NPR1 (Non-expressor of
Pathogenesis-Related Proteins 1). Baxxueim pe-
3ymbraToM uccnenoBanmst ¢yakmii NPR 1 crano
oboHapyxkenne ero CK-penernrroproii pom. B Hop-
MaJIbHBIX YCJIOBHSIX TpU HM3KOM coaepxannu CK
6enok NPR1 nokamm3oBaH B 1MromiasMe B BUIE
ONMroMepHol (opMBbI, a IpHU aTake MNATOICHOB
(wm mpu aevicrerm sk3oreHHol CK) mpomcxomut
cesspiBanre CK ocrarkamu Luc 521/529 omuro-
mepHoit popmbl NPR1, «paspemaromiee» penoke-
3aBHCMMOE BOCCTAHOBJICHHE M EKMOJIEKYIISIPHBIX
JTHUCYIb(HUIHBIX CBI3CH B OJIMroMepe W MpeBparie-
HHe ero B MoHoMmepHble (opmbl NPR1, koTopsie
TPAHCTIOPTHUPYIOTCS B SIIPO M YYACTBYIOT B M3Me-
HeHuM sKcnpeccuu reHos (TapueBckuii, 2017).

I'eHeTHMYECKMII CKPUHMHT TOKa3aJl, 4TO MY-
TaHThl NPrl He CHIOCOOHBI MHAYIMPOBATH CBSI3aH-
Hble ¢ aToreHe3oM (PR) rensr n onocpenoBanHyto
SAR kak mpu atake maToOreHa, Tak U MpHU BO3ZAE K-
cteun CK (Li, Loake, 2016). /TanbHetinme ucciie-
JIOBaHMSl TO3BOJIWIH MOHATH CIIOKHOCTBH TOTO, KaK
TpaHciokaimsa NPR1 perymupyercs m3MeHeHHEM
OKHCJIUTEJIbHO-BOCCTAHOBUTENILHOIO  MOTEHIMaNa
npu atake natorena. [{uc82 u [uc216 cumrarorca
KPUTUYECKUMH JJIsI 00pa30BaHUSI MEKMOJICKYIISIp-
HBIX JUCYNbQUIHBIX CBSA3CH, CIOCOOCTBYIONIHX
reHepaimy omuromepoB NPR1. Myramms no no-
CJIeJI0BAaTEIbHOCTSAM, KOJUPYIOLMM 00a LIUCTEHHa,
NpUBOJWIA K KOHCTUTYTHBHOHM SIIEPHON JIOKaJIH-
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NATOTEHbI
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Puc. 2. Komnaprmenranus CK-ungynupyembix 6enxos (Tapue Bekuid, 2017, Bocnpou3sBoaurces o

paspelle HUIO aBTOPa).

Oo6o3nauenus: CK — camuuuioBast kucnota, AT — annapat ['onpmku, D1IP — sHAOMIA3MaTHUECKUN PETUKYITYM.

3amum MoHoMepa NPR1 u comnpsbkeHHOH sKcTpec-
cur PR-1 (Li, Loake, 2016).

PR-0enku npeacTaBsitoT cOOOH CBSI3aHHBIE
C TMAaTOreHe30M OeJKH, KOTOpbIE MOJABIAIOT MaTo-
TeHBI, JIETOKCH(PUIMPYIOT TOKCHHBI N (HaKTOpPBI
BUPYJICHTHOCTH, TPOAYLMpPYEMBbIE MATOICHAMU, U
MPEIOTBPALIAIOT PACTIPOCTPAHEHNE MATOreHOB ITy-
TeM yKperieHus KieTounsix cteHok (Kushalappa
et al., 2016). B HacTosiee BpeMs yiKe UICHTHPH-
mpoBaHo 17 cemelicTB Takux OenkoB (Sudisha et
al., 2012). PR-6eiku, B-1-3-s3umormokanassl (PR-
2) u sanoxurunasel (PR-3, 4, 8 u 11) paspymator
CTEHKH Ki1eToK natoreHoB. CemelicTBa PR-6enkoB
¢ MoJIeKyJsipHOi Maccoi meree 10 x/la BkroyaroT
crierpduueckue uHrHOUTOpHl mpoTenHa3 (PR-6),
nedemuner (PR-12), Tvonnasr (PR-13) u Genku-
nepeHocunkn o (PR-14), xoropeie xapak-
TEPIBYIOTCS MIMPOKOW aHTHOAKTEPHATBLHON H MPO-
TUBOrpUOHOI akTuBHOCTHIO. [lpencraBuremm ce-
meiictBa PR-1 u TaymaTuH-nonoOHbIe OenKu ce-
MmeiicTBa PR-5 obecrneunBaroT ycTOHYMBOCTH pac-
TEHWHA K MULEIHAIBHBIM MHKPOOPraHU3MaM IpyT-
el Oomycetes. PR-7 mpeacrtapnsioT co0oi 3HIO-
MPOTEHHA3bl TOMATOB, Pa3pylIAIOIIe MUKPOOHbIE
KJIeTOUYHbIe CTeHKU. benku cemeiictBa PR-9 sBis-
I0TCS TIepoKcHuaazamy, cemeiictBa PR-15 — okca-
JaTOKCHIa3aMy, a ceMerictsa PR-16 — okcamaTok-
cunaza-nogo0HeIMU  coeuHeHIsIMU.  CeMelcTBO
PR-10 mpencraBneHo puOoHyKIea3a-mnofo0HEIMH
OeskaMy, yJacTBYIOINIMMHU B HMHAKTHBALMKA PHUOO-
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com. CemerictBo PR-17 oOHapyxeHO Moka TOJIBKO
y ssiuMens u oxapakrepmsoBaHo mo C/IHK, mMetro-
IIeH aHAJIOTUYHBIE TIOCJIEIOBATEIbHOCTH C aMHUHO-
NeNTHUIA3aMH 3yKapUOT M TEPMOJM3MHOM M3 Oak-
TepHid, YTO TPEANONIaraeT NPOTEONUTHIECKH IIO-
no0Hyro akTtuBHOCTH. CemelictBo PR-17 ummeer
TAKXKE CPOJICTBO IO OTHOIICHHIO K IMHKY W IIO-
3TOMY TOXOXKE Ha IMHKMeTasuionporenHass! (I1la-
purosa u ap., 2013).

CK-vHnymMpoBaHHBI CHTHATIMHT XapaKTe-
pmyeTcsl mponykimei kackaga PR-6emkoB, koTo-
pple  00JamaroT aHTUQYHradbHOW AKTUBHOCTBHIO
(XWTHHA3bI, TIIFOKaHa3bl W TAyMAaTHHBI), a TaKKe
ABISIIOTCS ~ OKUCIIMTEJIbHO-BOCCTAHOBHUTEIbHBIMU
¢depmenramu  (TEpoKcHaasbl, ToIM(EeHOTOKCH A~
3bl, JIMIIOKCUI€HA3bl). DKCTIEPUMEHTAIbHO J0Ka3a-
HO, uTo CK MHIyIHMpyeT KOOPIMHUPOBAHHYIO 3KC-
NPECCHI0 KaK MUHUMYM JIEBSITH CEMEWCTB T'€HOB,
OTBEUAIOIMX 3a CHUHTE3 pa3HeIX KiaaccoB PR-
0€JIKOB, Pa3JIMUHBIX IO MPOSIBICHHIO CBOUX (PYHK-
it (White, 1979; Sudisha et al., 2012).

Cunresupyembie  80S pubocomMaMu IMTO-
miazmbl CK-uHnymmpyemple Oenku «o0ciyKnBa-
I0T» B PACTEHUSIX M3MEHSIOLIMECS MPU NATOTeHE3€e
npoLecchl MeTaboMmM3Ma He TOJBKO B IMTOILIA3ME,
HO U B OpraHejulax, a Takxke 3a IpejeslaMu Iuias3-
MajeMMBbl (puc. 2), IpeooseBas pas3IMiHble MEM-
OpaHHBIE CTPYKTYPbI paCTUTEINIbHBIX KIETOK: Aep-
Hyl0 MeMOpaHy, Ia3MajleMMy, TOHOIUIACT, MEM-



INAIITKEBHY, KABAIITHHKOBA

OpaHbl xJOporilacToB ¥ MuUTOoXoHApuil (Tapues-
ckui, 2017).

B wnccrnenoBanri KOMMapTMEHTAIMd BHOBb
CHHTE3MpPOBAHHBIX OEJIKOB BCE Yallle UCTIONb3YIOT-
Csl TpaHCI'€HHbIE PACTEHMsI C NPUBUTBIMH K 3THUM
OenkaM (ITyOpeCIMpYIONMME OEJIKaMH, TJIABHBIM
obpazom, green fluorescent proteins w3 Memy3bl
Aequorea victoria.

B mHacTosiiee BpemMs nosiBIsIeTCA BCe OOIB-
e myOJMKalyii O Ba)KHOM POJIM KOMIIAPTMEHTa-
mm CK-mHnymmpyembix OenxoB u pomn CK B
TpaHCMEMOpaHHOM TPAaHCTIOPTE 3THX OEJKOB B
KJIETKaX.

Duzuonozo-ouoxumuuecxkue I pexmor CK
6 pacmenusx NpuU 6030eliCMEUU CHmpPecco8blx
daxmopoe pa3znoit npup oot

Ycranosneno, uro CK crocoOHa wWHIyIM-
POBaTh YCTOMIUBOCTH PACTEHHH K PA3HOOOPA3HBIM
o CBOEH mpupoae Bo3OyauTeasM Ooje3HeH, a
TaKKe MOBPEXKAAIOMNM (aKTopaM aOHOTHUECKON
TPUPOJIBI, YTO TPEATNONAaracT €€ BaXKHyI0 poJib B
(opMHpOBaHMM OTBETHBIX aJaNTAIMOHHBIX pPEaK-
i pacturensHor kietku (Fragniere et al., 2011;
Mawmenko u ap., 2012; Tlonaxosa, 2012; Macnen-
HUKOBa U 1ip., 2013).

Peammamms 3anmreeix 3¢dexkroB CK B
3HAYMTETBHON CTEMEHH O0YCJIOBJICHA YBEJINYCHH-
€M TI0J1 €€ BIMSHUEM COJIEPKaHUs aKTHBHBIX (OpM
kucyopona (ADK) B kneTkax Giarogapst BIUSHUIO
Ha TIPO-/aHTHOKCHIIAHTHYIO (DepMEHTHYIO CUCTEMY.
JanHas peakimsi — ofHa W3 HawOOJee PAaHHHX pe-
aKIMA KJIETKU HA BO3JICHCTBUE MATOTEHA WIH JPY-
T'MX HETATHBHBIX (DAKTOPOB OKPYKAIOIICH CpeJibl.

Crengyer, OTMETHTh, YTO AaKTHBHUPOBAHHE
«OKHUCTIUTENIHHOTO B3pbIBa» ABISIETCS IEHTpallb-
HbIM 3BEHOM BBICOKOAMIUTU(UIMPOBAHHON WM WH-
TEerpUpOBaHHON CUrHAIBLHOW cuctembl (Lamb et
al, 1997). OCHOBHBIMU TOTCHIMAILHEIMU HCTOY-
HUKaMu oOpa3oBaHusi ADK B KieTke BBICTYNArOT
HAJI®H-okcunasa, nepokcuuasa, OKcanaToOKCHIa-
32, aMHWHOOKCHIA3bI, (NIaBUH-COJSPIKAIE OKCH-
nasel, nomramuHookcuaasel (Pietras et al., 1997;
Richaei et al., 1999).

B onrumanbHBIX YCIIOBUAX >KU3HEAEATEIb-
HocTH A®K mpoayimpyroTcs B MUHAMAJIbHOM KO-
JUYECTBE, MPEMMYIIECTBEHHO B XJIOPOIUIACTAX,
MUTOXOHIpUIX U Tiepokcucomax (KpecnaBckuii u
ap., 2012). B orBet Ha aeiicTBue cTpecc-hakTopoB
NPOUCXOIUT PE3KOE BO3PACTAHUE COACPKAHMA
A®K (okuciuTenbHBIA B3pBIB), BHICTYMAIOINICE B
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KauecTBE YHUBEPCAILHOW HecTeIMQUIECKOl OT-
BeTHOH peakimu. [Ipu satom H,0, n npyrue AOK
MOTYT JIHOO HEMOCPEACTBEHHO WHULIMHPOBATH WH-
TEHCUBHBIN OKUCIIMTENBHBII CTpecC W BBI3BIBATDH
rubesb KIETOK B pe3ylbTaTe PEeaKIHMH CBEPXUYB-
CTBUTEJILHOCTH, JMOO JeWCTBOBaTH B KayeCTBE
CUTHAJIbHBIX MOJEKYJ, WHIYIHMPYIOUMX pan Gu-
3MOJIOTHYECKUX, OHOXMMHUYECKHX M MOJCKYIp-
HbIX pEaKlyMid, NPUBOISIIMX K aKTHBAaLMU ajalk-
TuBHBIX MexanmmoB (Vranova et al., 2002; Jas-
pers et al., 2010; Galvez-Valdivieso et al., 2010;
Kpecnasckwii u ap., 2011).

VYcranosneno, uto CK Bimsier Ha rexepa-
M0 TIEPOKCHIA BOAOPOAA W CYNEPOKCHIIHOTO
anvon-paaukana (Minibayeva et al., 2001; Bacro-
koBa, O3zeperxoBckasi, 2007; bensx u ap., 2009;
Tapueckwit 1 ap., 2010a; Kang et al., 2014; Hyx-
Hasg u 1p., 2015). B cBolo oyepenb MOBBILICHHE
koHreHTpamy ADOK crumyrmmpyet o0Opa3oBaHue
HOBeIX mopimii CK, 4TO TpHBOAWT K YCWICHHIO
apdexra (CaxabyramnoBa u mp., 2004; Maxna-
BHaH u ap., 2008; bemsx u ap., 2009).

B TO ke Bpems M3BECTHO, YTO Hpenodpa-
Oorka pacturenbHeix Tkaned CK wu 3atem mop-
BEPrHYTHIX OMOTHIECKAM U aOMOTHYIECKHM CTpecC-
caM CMSr4aeT BIWSHHC HEOJArONpUATHBIX JIJIst
pactenuii dpaxropoB (Kang et al., 2002, CaxalyT-
nuHOBa ™ ap., 2004). Jlawweiii s¢dexr, mo-
BUIMMOMY, MOXXHO OOBSICHUTH TIOBBIIICHHEM B
npucyrcTBud CK aKTHBHOCTH CYTNIEPOKCHIIUCM Y-
Ta3bl, IEPOKCHIA3bl U KaTala3bl, 337 CTBOBAHHbIX
B yrwnpaimu ADK (Minibayeva et al., 2001, Ca-
xa0yraumHoBa W 1p., 2004; Komymaes, fctpe0,
2013).

OpHako B HAacToOsILEe BpeMs B JIMTEpaType
HET €JMHOr0 MHEHMA O BiaugHMu dk3oreHHon CK
HAa AHTHOKCUIAHTHYIO aKTHBHOCTH B pPacTHUTENb-
HBIX KJIETKaX, OAHM HCCJIEJI0BAaTEIN COOOLIAIOT O
HOBBILIIEHUH, JIPyTHE O CHIDKEHHH YPOBHS aKTUB-
HOCTH OCHOBHBIX (DepMEHTOB-aHTHOKCHIAHTOB.
Tak, B Oonee paHHUX MyOJHKALKSIX COOOMIANIOCH,
yTo CK cmocoOHa MHrHOMPOBATH TaKUe aHTHUOKHC-
TMTENbHBIE JEPMEHTHI KaK KaTalia3a, ackopoaTrie-
pOKcHIa3a, TMEepoKCcHIas3a, aKOHMTa3a WIH TOBBI-
maTh aKTMBHOCTH (peHonmepokcunas (Chen et al.,
1995; Martinez et al., 2000). TIpucoenunssich K
Monekyiaam 3Tux gepmenros, CK mmenseT ux ka-
TaJUTHIECKYI0O aKTHBHOCTH W 3aIlyCKAaeT OKHCIH-
TEJBHYIO BCIBIIIKY — PE3KOE YCWICHHE CHHTE3a
A®DK (cymepoKCHIHOTO aHHOHA-paJiuKana, TH-
POKCHWIBHOTO pajivKalia, CHHIJIETHOIO KHCJIOpOJa

W TIp.), pa3pylIUTeIbHO BO3ACHCTBYIOIIYIO HA Ma-
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tTorenHsie MukpooprarmMmbl (Chen et al., 1995).
Opnnako Takoit MmexanmMm aerctBus CK Ha pacre-
HUS HEJb3S CUHTATh TNPHOPUTETHBIM, MOCKOIBKY
nansbie 3QdekThl omickiBatoTcs ¢ yuactueM CK B
BBICOKUX (HE(M3UONOTHYECKHX) KOHICHTPAISX.

CK BricTynaeT Ba>KHbIM BTOPUYHBIM MHIYK-
TOPOM TPHOOPETEHHOH YCTOMYMBOCTH, 3alycKa-
IOOMM OHOCHHTE3 (PUTOAJICKCHUHOB, JIMTHU(YKA-
VIO KIIETOYHBIX cTeHoK u T.1. (Lamb et al., 1989;
Martinez et al., 2000). B HacTositiiee Bpems 10Ka-
3aHo, yTo nMeHHo CK sBngeTcsa kmoueBoi mone-
KYJIOi, 3aIyCKaroIell B paCTUTEIBHOM OpraHm3Me
sror mporecc (Martinez et al., 2000). ITokasaro,
YTO KHUCJIBIE TIEPOKCHIA3bI KIIETOYHBIX CTEHOK CIIO-
cobnsl cBa3piBaTh CK. Ilpu 3TOM mpoucxomaur me-
pEeKIMOYEHHe MX TEPOKCHIAa3HOW (PYyHKIMM HA OK-
CUIIa3Hyl0, ¥ (DEPMEHT HAYHMHAET TCHEPUPOBATH
MEpPOKCH, BoAopoaa ¢ ucnoib3oBanuem HAJIOH
(Martinez et al., 2000). Ycranosneno, uto CK ca-
Ma 1o cebe wm 3a cueT uHAyKimn ADK akTuBH-
PYET 3KCIPECCHUIO 3aLIUTHBIX T'€HOB U cuHTE3 PR-
OeJIkoB, B TIEPBYIO Odepeab XuTuHa3bl u [-1,3-
[IIIOKAHAa3bl, @ TAKKE OCMOTHHA, SKCTCHCHHA, Tay-
MAaTHHOTIOMOOHBIX OEJIKOB, MHTMOWUTOPOB TIPOTEU-
Ha3 W Jp., BOSMOXKHO JIEUCTBYSI KaK BHYTpPHUKJIC-
TOYHBI MECCEHKEp TP 3alUTe 0T OHUOTPODHBIX
natoreHoB (Camko u ap., 2001; Trorepes, 2002;
Tapuesckwii u z1p., 20100).

@®aKTOM, TMOATBEPKIAIOIMM TPOSBICHUE
sammrHoro aeiictBusi CK  uyepe3 oOpazoBanue
A®DK, cnyxur addexkr nomasnenus ~CK-
3aBUCHMOM 3Kcnpeccun PR-reHOB aHTHOKCHOAH-
tamu (Dat et al., 1998; Wendehenne et al., 1998).
PesynbraThl uccnenoBanmii A.P. AxaToBo# U 1py-
TMX aBTOPOB MOATBEPAWIH, YTO MpenodpaboTka
pactennii muenmipl CK okazpiBaeT MOmyIHpyro-
mee JelcTBHE HAa aKTHBHOCTH (PepMEHTOB Mpo-
/aHTUOKCHIIAHTHONW CHCTEMBl U WHTHOUTOPOB IPO-
TEWHa3 U YCWIMBAe€T SKCIPECCHI0 UX I'€HOB, YTO
TIOJIOXKHUTENILHO KOppempyeT ¢ (opMUpOBaHHEM
ycroiunBocTr K rpuody Tilletia caries (AxaTosa u
ap., 2013).

Ha pacrenusix kaprodens oOHapy)eHO, 4TO
npeo6paborka CK B komrenrpammm 10° M mpu-
BOJUT K HAKOIUICHUIO (PSHOJBHBIX COCIHMHCHUH U
AKTUBAIMA TIEPOKCHIIa3bl B MECTaX JIOKAJM3AIMH
marorera Phytophthora infestans (MakcumoB u
ap., 2011).

ITokazano, yto oOpaborka pactenmii CK
cTumynpyeT Hakorwrenne H,O, B mpopocTkax
suMeHst Ha (oHe rprOHOro 3apakeHust Bipolaris
sorokiniana, npudem noBbieHHBIN ypoBeHh A DK
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COXpaHseTcsl enje B TeUYeHUe 3 CYTOK IOcJe BO3-
nevicTBus rpuOHONM wHpekimm. CTUMynHpyroIee
neiicteue CK ma mporeccel oOpazoBanmst H,O,
MPOSIBISIIIOCH M TOCJIE COYETAHHOTO JEHCTBUS TeTl-
JoBoro ctpecca (3 4 BO3IEICTBHE TeMIEPaTyphl
40°C) m matoreHa Ha TPOPOCTKH sumens. [lpu
9TOM OTMEUAaJIOCh CHIKEHHE CTETICHW TOpaKeHus
npopocTkoB Tpudom Bipolaris sorokiniana, Boc-
CTAHOBJICHHE MOP(OIOrHIecKux mNapaMeTpoB 0
YPOBHSI KOHTPOJILHBIX PACTCHHIA, a TaKkke CTaOH-
m3aipst (OTOCHHTETHIECKUX TPOIIECCOB B pacTe-
HUSIX, TIOJIBEPTHYTHIX JIBOMHOMY CTpeccy Ha (oHe
npenobpaborkn ux CK B komnexrpammm 10 M
(KambutoBa u np., 2013a; Abpamuuk u ap., 2016).
Hcxonst ¥W3 TONYYEHHBIX PE3yIbTaTOB, MOXKHO
ClleNaTh BBIBOJ O TOM, YTO YCWICHHE HAKOIUICHS
A®K sBrsieTcsi HEOOXOIUMBIM 3BE€HOM B peai3a-
mm 3amurHoro 3ddexkra CK kak npu Ouormue-
CKUX, TaK M NpU aOMOTHYECKHUX CTPECCOBBIX BO3-
NEeNCTBUIX.

[oBsimennoe obpazoBanne ADK B pactu-
TENbHBIX KJIETKaX, KaK MpaBWIO, NPUBOAWT K akK-
THUBAlMM  TEPOKCHIHOTO  OKHCJICHUS  JIMIIMIOB
(ITOJT) meMOpaH, 9TO MOXKET BBI3BIBATH Pa3HOO0-
pasHble  CTPYKTYpHO-(YHKIMOHAJIbHBIE —HapyILe-
HUSL BHYTPHKJIETOYHBIX OpraHesll, B TO e BpeMs
nporecchl [1OJI MoryT MHMITMMPOBATH BKIIIOUEHHE
3anmrHeIX MexanmmoB (Lord, 2005). VcraHoie-
HO, YTO y MPOPOCTKOB SUMEHs, MpeaoopadoTan-
Heix CK, B 1-e cyTku mocne CTpecCOBBIX BO3JEH-
ctBuii rpubHoi nHdekimm (Bipolaris sorokiniana)
U TUMEPTEPMHM TNPOMCXOAMT AaKTHBALMS IpoLEeC-
coB [10JI, BbI3BaHHAsI MHIYKIMEH OKUCIHUTEIbHBIX
nporieccoB B kieTke. [Ipu sToM Ha 3-u cyTKH mo-
cJe ieticTBusI cTpecc-(pakTopoB B MPOPOCTKAX, 00-
paboranmspix CK, mpoHcXomuT CHWKEHHE aKTHB-
HOCTH OKHCIIUTEJbHBIX TMPOLECCOB, YTO CBHJE-
TeNbCTBYeT o mepekmoueHnn ¢yHkimii CK ¢
OKHCJIMTETIbHOM HAa aHTHOKCHIAHTHYIO B YCIIOBHSIX
JUTMTEJIEHOTO BO3/EHCTBUS cTpecc-gakropa (Ka-
NbIIOBA U Ap., 20136; AOpamyuuk u ap., 2016).

Otmeueno ydactre CK B mHAYyKIM paHHe-
ro obopazoBanmst ADK B kieTkax mMe3oduuia Ju-
CTHEB MIICHUIIB NMPH MHQUIMPOBaHMK BO30yaUTE-
nem Oypoii pxkaBumsbl (Ilnoraukosa, 2009). Ilon
smmstaieM CK u dy3aprosHoil vHbEKIMH B Tpo-
pPOCTKax 3J7aKOBBIX KYIbTYp OOHapyxeHo audpe-
PEHIMPOBAaHHOE M3MEHEHHE YPOBHA IEpPOKCHIA
BOJIOpOZIa M AKTHBHOCTH KaTaJjasbl, B 3aBUCUMOCTH
OT YCTOMYMBOCTH TEHOTHMIOB K (y3apuo3dy (Mo-
noguenkoBa, 2005). B TkaHIX Haa3eMHOH YacTH
MPOPOCTKOB YCTOWYHMBBIX COPTOB SIPOBOTO SIAMEHS
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KaK IpH pa3JebHOM HHPUIMPOBAHMM BO30OyIHUTE-
aamu ¢y3aproza u odpadborke CK, Tak u mpu co-
YETAaHHOM JICWCTBHH BYX (haKTOPOB, CONCPIKAHKE
H,0, mnoeeimanocs B 1,6-1,7 paza oTHOCHUTENBHO
KOHTPOJISI, B KOPHAX IPOPOCTKOB YCTOWYMBBIX
coproB — B 1,6-4,0 pa3a. B Tkanax kxopHei Boc-
MPUAMYMBBIX COPTOB SPOBOTO SIUMCHS TIPH JICi-
cTBHM maToreHa cojepkanue H,O, Obul0 Ha
ypoBHe KOHTpons, mof BiugaueM CK — moBsia-
J0Ch B 9 pas, Mpy COBMECTHOM JIEHCTBHM MMATOTEHA
u CK — B 3 pa3a orHocurensHO KOHTpOns (Mo-
nomgueHkoBa, 2009).

Takum 00pa3oMm, HE OCTaBIAET COMHEHHI
ToT (hakT, uto HakomwieHne ADK B pacTurenpHoOH
KIETKE B OTBET Ha JeicTBHE cTpecc-(haKkTopoB
pasHoOil  MPUPOAbl  MHULMUPYET  TPAaHCIyKLHIO
JaJbHEHMIIero CUrHaja B T€HOM KIJIETKH U KOHTPO-
JMpYyeTCsl KaK SHIOT€HHOM, Tak u 3k3orenHon CK.

Nmerorcs ykazanus Ha TO, 4To yuactre CK
B reHepaimi ADPK BO3MOXKHO CBsI3aHO C TIEpBOHA-
ganpHOH  akTmBaimeidl  ¢epmenra HAJIPH-
OKCHIa3bl, TCHEPUPYIOLICH CYNECPOKCHIHBIA aHH-
on-pagukan (Geetha et al., 2002; Ogasawara et al.,
2005). Psn skcrnepuMeHTa bHBIX JAHHBIX CBHIIE-
tenbcTByer o BimstHm CK  Ha  akTMBHOCTB
HA/JI®H-okcuaassl pacTeHuid, Kak B HOpMaJlbHBIX
YCIIOBUSX, TaK U TPU JAEUCTBHH CcTpecc-(haKTOpOB
(Geetha et al, 2002; KambuioBa u ap., 2014).
VY cTaHOBIEHO, YTO MHOKYJIALMS TMPOPOCTKOB sU-
Mmensi ¢uronatoreHom Bipolaris sorokiniana na
tone mpemodbpaboTku pactennii CK mpuBoguna k
TOBBIIICHUIO AKTUBHOCTH ()epMEHTA IO CpaBHe-
HAIO ¢ KoHTponeMm Ha 75% mporuB 15% 06e3 wmc-
nonb3oBanust CK. JlaHHasi TeHACHIMS yBEIHMYCHUs
aktuBHocTu HAJI®H-okcunassl Ha QoHe oOpa-
0orku pactennii CK coxpaHnsnack u npu codeTa-
HAM TPHOHOTO 3apa)KEHUsI C TEIUIOBBIM IIIOKOM,
BBI3BAHHBIM MPOrPEBAHUEM PACTEHUM B T€UEHUE 3
yacoB mpu 40°C (AOpamuuk, 2016). ITomyueHst
naneple 00 yBemmuennn HAJI®H-okumasHol ak-
TUBHOCTHU Tipu 00paborke pactenmii CK un mHbU-
MpoBaHMK BO30yaurensMu Qy3apuosa. [Ipu cos-
MecTHOM nercTBuM natoreHa M CK akTHBHOCTH
(depMeHTa y pacTEHHH SUMEHS yCTOWYMBBIX COp-
TOB TIOBBIIIANIACH OTHOCUTENILHO KOHTPOJS MOYTH
Ha 20%, a y BOCTIPHIMYMBBIX — HE M3MEHSIACH
(MonomuenkoBa, 2009).

B murepartype ects ykazanus, uto CK akru-
BupyeT cunre3 ¢epmenra HAJIOH-okcunaser de
novo (Yoshioka et al., 2001). OxHako cymiecTByeT
rvnore3a, 4ro BiuwsiHbe CK Ha akTHMBHOCTH WM
cuare3 HAJI®OH-okcunassl omocpegoBaHo M3Me-
HEHHEM KOHIICHTPALMM MOHOB KajbIMsi B LMTO30-
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ae (Wang et al., 2006). [IpunsiTo cuuTaTh, 4TO BbI-
XOJI KaJblWsl B IMTO30JIb U3 KAJIBIMEBBIX JETIO SIB-
JeTCS TePBUYHBIM (PAKTOPOM IO OTHOIICHHIO K
yewienno renepaipu ADK (Hu et al., 2004).

Ha npumepe psima pacTeHMil oKa3zaHa CHO-
coOHocTh dk30reHHON CK BBI3BIBATH YBEIHMYCHHE
KOHLIEHTpAaIMM IMTO30JbHOr0 Kaybims (Wang et
al., 2006). Tak, wnnykmuss CK OKHCIHTEIBHOTO
cTpecca He TposiBisiach Ha (oHe OJIOKATOPOB
KaJblMeBbIX KaHaoB. [Ipu 3ToM He HaGmoxanoch
pa3BUTHs YCTOMYMBOCTH KOJCONTWIEH W MHTAKT-
HBIX TPOPOCTKOB muieHuipl K runeprepmun (Ko-
nynaeB u ap., 2004; Konmynaes u np., 2006). Bepo-
aTHO, nns mposienenus CK-uHmymmpoBaHHOTO TO-
BBILICHUS YCTONYMBOCTH PACTHTENBHBIX OOBEKTOB
K aOMOTHYECKHM CTpeccopaM HeoOXOAMMO Kajb-
mpii-3aBucuMoe  ycwienne rexepamn AOK (Ko-
nmynaeB u ap., 2009).

[IpenmonaraeTcsi, 4TO NpU AEHCTBUM DK30-
renHolt CK mpoucXonuT yBeJIMUeHHE COIepKaHUs
A®K B npuMeMOpaHHOM IPOCTPAHCTBE 3a CYET
aKTHBALMU A®K-renepupyronmx  ¢GepMeHTOB
(Kawano, Muto, 2000), 4To B CBOIO 0Yepeib CII0-
COOCTBYET OTKPBIBAaHMIO MOTEHIMAJI-3aBUCUMBIX U
MEXaHOYYBCTBHUTEIIbHBIX ~ KaJbIMEBBIX ~KaHAJIOB
(Mori, Schroeder, 2004). OgHako KiIrOUEBBIE (ep-
MEHTHI, ydacTBytoume B reHepaimmu A®OK
(HAJI®H-okcunasza, nepokcuiasa), CaMu SIBJISIOT-
cs xanpimit-3aBucuMbiMu (Keller et al., 1998; Sagi
et al, 2006). Ilpu 3TOM 3HIOreHHBIC W3MEHECHUS
cogepxanusg CK Bpsil 1 MOTYT OBITh UCXO/IHBIM
CUTHAJIOM Tiepelayu uHpopMaimu B reHoM. Ha
npuMepe pacTeHui apabumoricuca ObUIO TIpose-
MOHCTPUPOBAHO YyBEJIMYECHUE KOHICHTpAIMK Iie-
pokcua BoJOpoda YK€ uepe3 3 MHUHYTHI MOcie
Harpesa, a cBobonHas CK oO0HapyKuBajiach JIHIIIb
cnycts 1 wac (Larkindale et al., 2005).

B wenoM >xe MOXHO mojaraTh, YTO HOHBI
KaJbIMsl TPUYACTHBI KaK K pealli3alliil CUrHajia
CK, tak u x ycwieHno 3(pdeKxTa OKUCIUTEITHHOTO
cTpecca TpU TOBbIIIEHHH akTUBHOCTH AODK-
reHepupyromx (pepmenros noxa nevictsueMm CK. B
nanpHeimeM, ¢ yaactueM A®K u kamb1pst npowuc-
XONIAT M3MEHEHHS! aKTHMBHOCTH MPOTEHHKHUHA3, YTO
NPUBOAUT K ycwieHnio QochoprmpoBanus ¢ax-
TOPOB PEryJsiMd TPAHCKPHUIIMK €HOB, NPUYACT-
HBIX K (OpMHUpOBaHMIO 3ammTHBIX peakimid (Ko-
nynaes u ap., 2009).

CK, Oynyuu CUTHAJBHOM MOJICKYIIOH, IIO-
mmmo HAJIOH-okcunassl, akTUBHPYET SKCIpeC-
CHMI0O TEHOB, KOAMPYIOIMX OKCaJaTOKCHIA3Y,

yJaCTBYIOLIYI0 B MPOAYKIMH MEPOKCHIA BOIOPO-
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na. Tak, mpu obpaborke pactenmii menmipl CK
YPOBEHb AKCIPECCHUHM TE€HA OKCAJATOKCHIA3bl TI0-
BBIIIAJICS 4epe3 24 Yaca Tociie MHPHUIMPOBAHUSL

BO30ynureneM cemnropuoza (Spymwmma u ap.,
2015).

Kak mBecTHO, mepokcumaza — MNOMUQYHK-
[MOHAJTLHBIN ()epMEHT, BOBJICUCHHBIH B CUCTEMY,
KaK TeHepaLuy, TaK U YTWIM3aLUKd NIepoKcuaa BO-
nopona (Poroxun, 2004; Poroxun u np., 2010).
bnaromapst cBoell mOMMpYHKIMOHAJIBLHOCTH, IIe-
pOKCHIa3a W3MEHAET AaKTUBHOCTH B OTBET Ha
OOJIBIIMHCTBO HAPYIICHHH, TPOUCXOSIINX KaK BO
BpEMsI OHTOTEHE3a, TaK U MO BIMSHAEM CTPECCOo-
poB (Anapeea, 1988). BrisiBneno yBemmdeHue
9KCIPECCUM I'€Ha AHWOHHOM NEpOKCHAa3bl B HH-
(UIMPOBaHHBIX BO30YAMTENIEM CENTOPHO3a JINCTb-
X THIeHUIBI Ha (poHEe TPemoOpadOTKU pacTeHMIA
CK Ha panHeM srarne HHPEKIMOHHOTO TpoIecca
(Apymmna u ap., 2015). CrnenoBatensHo, aKTHBA-
sl TAKUX OKCHIOPEIYKTa3 KaK OKCallaTOKCHIa3a
U TIepOKCHIa3a, MpuBoauT K oopa3oBannio ADK u
SIBJISIETCSI  3alUTHON  (DYHKIMEH, JOTMONHSIIOMICH
HAJI®H-okcunazHyto cucteMy.

Takum 0Opa3oMm, Ha OCHOBAaHMM TPEICTaB-
JICHHBIX JTaHHBIX MOYXKHO TIPEATIONIOKUTH, YTO Me-
xammM uHAyippoBanns SAR uyepes CK B oTer
Ha JICHCTBUE OMOTMMECKMX M aOHMOTHYECKHX
cTpecc-pakToOpoB BKIIOYAECT B ceOsl yBelMHcHUE
KOHLICHTpAIlMK MIOHOB KaJbIWs B KIJIETKE, aKTHBa-
IMI0O  OKHUCJIMTEJBHBIX (DEPMEHTOB, TEHEPAIMIO
A®K, nurHnduKaImio KJIeTOYHBIX CTEHOK, CHHTE3
¢uroanekcuHoB, nedeH3uHOB, HakoruieHne PR-
OeJIKOB, B MEPBYIO OYEPeb XUTHHA3BI U TIIIOKaHA-
3bI, @ TAKXKE OCMOTHHA, SKCTEHCHHA, TayMaTHHO-
NOJIOOHBIX OEIIKOB, HHTMOUTOPOB TPOTEUHA3 U .

Hecmotps Ha Oomnblioe KOIMUECTBO UCCTIe-
JoBaHui, no3Bosstronmx cyaurb o CK xak mHnyk-
TOpE OKHCIIMTENIbHOIO CTpecca Il peanu3alid
JaJbHEHIINX 3aIIUTHBIX MEXaHW3MOB, B psiie pa-
0ot npuBoAsTCSA AaHHbIEe, B KoTOphix CK paccmart-
puUBaeTCsi KakK IPOTEKTOPHOE COEJUHEHHE TIpU
okuciurenbHOM crpecce (Mishra et al, 1999).
Tax, BBISIBIEHO YBEJIMYEHHE AKTHBHOCTH aHTHOK-
cunanTHeix pepmenroB — karanassl (Chen et al.,
1993) u mepokcunasel (Janda et al, 1999) mpu
nevictBum CK B 3aBUCHMOCTH OT KOHLEHTpald B
cpelie MepOKCHAA BOAOPOAA, YTO MO3BOJISIET TOBO-
purh 0 Hammuui y CK CBOIWCTB aHTHOKCHAAHTA B
yCIOBUSIX M30BITOYHOTO BO3pacTaHWsi YpPOBHA
A®K. MmeroTcs naHHbIe, 4TO NpeoopaboTka pac-
tennid sumenst CK cHibkasa cTerneHb pocTa | pas-
BUTHS BO3OyIHTENST TEMHO-OYpOi MATHHCTOCTH B
pacTHUTENbHBIX TKaHAX, M MPU 3TOM TOBbIMIaga 00-
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jee 4eM B J1Ba pa3a aKTMBHOCTH MEPOKCHIA3bI O-
cne 3apaxenms (KamputoBa m np., 2012; 2013a).
Taxxe cooOl@aeTcss 0 BO3MOXKHOCTH aKTHBALMH
CK depmenra 1maHmI-pe3ucTEHTHOTO TyTH — allb-
TEpHATHUBHOM OKCHAA3bl, KOTOpas MpensTCTBYET
Hakoriennro ADK (Norman et al., 2004, TTasnoBa
u 1p., 2009; Lei et al, 2010; Konynaes, fctpe0,
2013).

YuwureiBass CMoCOOHOCTHh TPHPOIHBIX (e-
HOJIBHBIX COEJMHEHHI IPOSIBIISITH POCTPETYIUPY-
IOIIYI0 aKTHBHOCTHIO M BIIMATH HA MHOTHE (ep-
MEHTBI, B TOM WYHCIE MPO-/aHTHOKCHIIAHTHEIC,
B)KHOM TIPEJICTABIISIETCS OLCHKA BIMSHMS DK30-
reaHoli CK Ha SHIOreHHBI MyJ calvIUIaTOB U
OKHCJIMTENbHBIN cTaTyc pacTeHnid. OOHapyKeHO
3HAYUTEJIbHOE BO3pPACTaHUE COMACP)KaHUI SHIOTEH-
Hoii CK mpu nedcTBUM STWICAJMIIUIATA, KOTOPOe
conpoBoxaanoch reHepaimeit AOK u cymecTBen-
Hoi aktuBaimed npoueccoB [1OJI (EBnokumoBa u
np., 2014).

B pacrenmsix sumens mociie ux npemoOpa-
60tku CK OTMEUEHO MOBBIIICHHE COACPIKAHKS YH-
norenHoi CK. Ilpu 3ToM OBLIO BBISBICHO CHIKE-
HUE YPOBHS TMOPaKEHHMS PAaCTEHWH BO3OyIHTENEM
CeTYaTOl MATHUCTOCTH. DTO TMOATBEPKIAET CIIO-
cobHocTh 3k30reHHONM CK K MHIYKIMM HakoIUie-
Hust sHnorenHor CK u, Kak ciecTBUe, K y4acTHIO
B paszurmn SAR (ITomsaxosa, 2012). Ilpu stom,
UCTIONB3YSI SK30TEHHbIE CAJMIWIATHI, BAXKHO J10-
CTUYb KOHICHTPALMOHHOTO TOpOra SHAOTCHHON
CK, He00X0IMMOro IjIs aKTHBAIMM CHCTEM 3allli-
THI, HO HEe MpeBbICUThL KoHeHTpaimio CK, obecre-
YUBAIOILYI0 HOpMajbHOE (YHKIMOHHPOBAHHE pac-
TEHUSI.

3akxnrouenue

UccnenoBanust TOCHENHMX JIET IOKa3aJly,
YTO y PacTEHHI CYHIECTBYET CIOKHAS KacKaaHas
CHCTEMa 3alUTHBIX MEXaHU3MOB NPH BO3/1EHCTBUN
HeOJIaronpuiITHBIX  (JAKTOPOB BHEILIHEH Cpeabl.
OpnHOBpeMEHHO Bce Ooree aKTyaJbHBIM CTaHOBHUT-
Cq TIOMCK HETEHETHYECKHX CpPEICTB IOBBIIIEHUSI
MPOAYKTUBHOCTH U YCTOMYMBOCTH CENbCKOXO34H-
CTBEHHBIX pPACTECHHMI, OIMpAasiChb Ha pPE3EPBHBIC
BO3MOXKHOCTH, 3AJIOKEHHBIE B CAMOM PacCTHTEIb-
HOM opraHm3Me. Bce 3To BBI3BIBAET HHTEPEC K HC-
CJIEZIOBAHMIO HU3KOMOJEKYJISAPHBIX BEIIECTB, KO-
TOpbIE MOTYT BBICTYNATh B KauecTBE (PUTOCTHUMY-
JSITOPOB M MHAYKTOPOB CUCTEMHOW INPHOOpPETEH-
HOW ycTOMYMBOCTH. B HacTosiee BpeMs Hoapo0-
Ho mydeHa poib CK B paszsurum SAR B oTBeT Ha
JIeCTBUE pa3HOOOPa3HBIX cTpeccopoB. JlocTaTou-
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Puc. 3. Kioue Bbie MoJleKy/ISIpHbIEe CTPYKTYPbl, BOBJIeYe HHbIe BO B3aUMO/IeiicTBHE «pacTeHHe-
naroren» (Kushalappaetal., 2016, Bocnipou3Boaurcs nmo paspeieHuto Critical Reviews in Plant

Sciences).

O6o3nauenus: MAPK — MutoreH-akTBUpyeMas MpOTCHHKHHA3a, TF — TpaHckpunuuoHHbIH (aktop, RLK — pere-
ntop nomo6Has kuHaza, CERK1- LysM nomen xutuH-35mmcuTop penentoproit kuHassl, MAPKKK — MAPK kuna-
3a kuHa3bl, WAKS — KnHa3a, acCONMMpPOBAaHHAS C KIETOYHOU cTeHKod, ROS — aktuBHBIC (hopMBI KHCIOpOaa, Eth-
ylene — stunen, SA — camuumiosas kuciota, JA — jkacMoHOBas kuciota, MeJA — metmwokacmonat, WRKY, MYB,
NAC, ERF — tpanckpunmmonusie gaktopsl, RR genes — RR rens, RRMS — MeTabomThl, acCONMUPOBAHHBIC C Pe-
3HCTeHTHOCThI0, RRPS — Geku, accoruupoBaHHbIe C PE3UCTEHTHOCTHIO.

HO TIOJIHO OXapaKTEPH30BaHBI BO3MOXKHBIC TIyTH
Oouocunre3a sHporeHHol CK B pacTeHmsIX W ux
CBa3b ¢  (OpMHpOBAaHMEM  HHIYIMPOBAHHON
YCTOMYMBOCTH, & TaKKe PACKPBITHI MEXaHW3MBI
3ammurHoro fevicteusi CK B ycrmoBmsIx crpecca ¢
y4acTHEM TpO-/aHTHOKCUIAHTHBIX  (PEPMEHTOB,
AODK u KanbIMEeBBIX CUTHAJIOB.

OOmasi cxema KIHUYEBBIX MOJIEKYJSIPHBIX
CTPYKTYp, BOBJICUECHHBIX BO B3aUMOJCHCTBHE
«pacTeHHe-TIATOreH», BKIIOYash 00pa3oBaHHE SH-
norennoit CK, npencrapnena va puc. 3 (Kushalap-
pa et al., 2016). ITatoreHsl OOBIYHO TPOUZBOIST

40

amvcuropsl (npekaee PAMP/MAMP), 3a uckito-
YEHHEM CTICTHATM3UPOBAHHBIX TATOICHOB, KOTO-
pble Tarke NpoaylmpyroT 3ddexropsl. PacTenus
pacTo3HAIOT 3TU BIHCUTOPBI/A(dexTopsl U Gop-
MUpPYIOT UIMMYHHBIH OTBET, aKTUBUPYS Kackaa R-
T€HOB peLenTop pacro3HaBaHUS IHCUTOPA
(ELRR), penenrop pacnosHaBanus 3¢hdekropa
(ERR),  ¢wmroropmonst  (PHR),  mwmroren-
akTuBUpyeMmylo mporeuHkuHazy (MAPK), Tpan-
CKpHIIIMOHHBIE (PAKTOPBI, YTO B KOHEYHOM HTOTre
oOecreynBaeT HAKOIUICHWE CBSI3aHHBIX C pe3U-
crenrHocThIO (RR) MmerabomroB (RRM) u 6enxoB
(RRP), xoTopble HENMOCPEICTBEHHO TOAABISIIOT
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pa3BUTHE TATONEHOB. DJMCUTOPHI PACTIO3HAIOTCS
JIOKaJIM30BaHHEIM B MeMOpane perienrropom ELRR
xo3simHa (mipeskaee: PRR), Torma xak addexropst
pacmiozHatotrcst ERR (mpexxnaee: PRR, mpogymmpy-
emble R-renamu). Hampumep, addekropsl, mpomy-
mpyemMble  OuMoTpodamMH, HYacTO PaCMO3HAIOTCS
oenkamu NBS-LRR, uTo mpuBoaWT K THIEpYyB-
CTBUTEJILHOMY OTBETY yepes yTh
MAPK/SA/NPR1. C npyroii CTOpPOHBI, 3IUCUTO-
PBI, TaKue KaK XUTHUHBI, IPOYIIMPYEMbIE TJIABHBIM
obpa3zom remuOuoTpodaMu U HEKpOTpodamuy,
BOCTIPHHUMAIOTCSl PEeleNTOP-NIOA00HBIME  KHHA3A-
mu (RLK) u LysSM nomeHOM XUTHH-3ITHCUTOp pe-
nerropHord  kuHa3el (CERK1) coorBeTcTBEHHO,
9TOOBl AKTUBMPOBATH WMMMYHHBIH OTBET uepe3
MAPK xwuna3zy kuHazsl (MAPKKK). Hekporpoder
TPOM3BOSIT DIIMCUTOPBI, TaKWe Kak (PepMEHTHI U
TOKCHHBI, KOTOPBIE TIOBPEKIAIOT KIETOYHBIC CTCH-
KU pacTeHuil. MIx gparmMeHTs! 1 copepxumoe (cur-
HaJlbHbIE MOJIEKYJbl pacTeHudd, OpiBime: DAMP)
AKTUBUPYIOT 3allUTHBIA OTBET PACTECHUH Yepe3
CBSI3aHHBIE C KJIETOYHOM CTEHKOM pPELENTOpPHBIE
kuHa3bl (WAK). OnHOBpeMEHHO C 3THUM Mociie
OMOTHYECKOr0 CTpecca aKTHBUPYIOTCSI HECKOJBKO
BTOPUYHBIX MECCEHIDKEPOB, TaKHX KaK HOHBI
kanpimst, ADOK u onocpeioBaHHBIE pacTUTEIbHbI-
Mu ropmoHamu Tytu 3amuTel (Ethylene, SA u JA),
KOTOpbIE TaKKe BBI3BIBAIOT HKCIPECCHIO T'CHOB,
NPUBOJIAIIYI0 K THIEPIYBCTBUTEILHOMY OTBETY
WM TIOHWKEHHOW BOCIPUMMYHMBOCTH. B  1emnom,
CUr'HAJl, BOCTIPUHAMAEMBIH PELETTOPHBIMUA KHHA-
3amu, 3GQeKTHBHO TepenaeTcs yepe3 LUTO30Jb-
Hbl€ MPOTEMHKHMHA3BI, Takue Kak myTb MAPKKK,
JUI akTHBalM Habopa (akTOpPOB TPaHCKPUIIN
pacrennii (WRKY, MYB, NAC u ERF), xotopsie
PETYIMPYIOT HECKOJIIBKO R-T€HOB, NpOAyLMpyrO-
umx RRP m RRM (puc. 3). Otu merabomursl
MPEACTABIIIIOT COOOH (DUTOAHTHIMIIMHBI (COS M-
HEHUs, MOCTOSHHO NPUCYTCTBYIOLIME B pacTH-
TENHHON KJIeTKE) M (PUTOAJICKCHHBI (COETUHEHI,
CHHTE3 KOTOPBIX B PACTUTEIHHOM KIETKE MHIYIW-
pyercs maToreHoM 0€ NOVO) WM UX KOHBIOTHPO-
BaHHBIC TPOAYKTHI, KOTOpbIE OCAXXOAIOTCS IS
YKpPEIUIEHHs] BTOPUYHON KJIETOYHOM CTEHKH U Ipe-
MATCTBYET JajbHEHIIEMY pacnpocTpaHeHHIO TIATO-
I'€Ha 10 PACTUTEINIbHBIM TKAHSIM.

OOHapyxeHHast B psiie paOoT BBICOKasl 3a-
IMTHAs aKTUBHOCTHL 3k3oreHHor CK mpu matore-
He3e M JIEHCTBMM APYTUX MPHUPOIHBIX CTPECCOPOB
CO3J1a€T HAy4YHYIO OCHOBY ISl €€ HCTIONb30BAHKS B
Ka4eCTBE MHAYKTOPAa KOMIUIEKCHOM yCTONYMBOCTH
KYJIbTYPHBIX pacTEHUH NPH COYETAHHOM JACHCTBUH
OMOTHUECKUX U aOHMOTHMYECKUX CTPECCOBBIX (hak-
TOPOB.
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ROLE OF SALICYLIC ACID IN FORMATION OF SYSTEM ACQUIRED
RESISTANCE OF PLANTS AT PATHOGENESIS

L. V. Pashkevich, L. F. Kabashnikova

Institute of Biophysics and Cell Engineering
of National Academy of Sciences of Belarus
(Minsk, Belarus)

E-mail: kabashnikova@ibp.org.by

Salicylic acid (SA) is a phytohormone that plays a vital role in a number of physiological reactions,
including plant protection under stressful conditions. System acquired resistance (SAR) is one of
such SA-dependent responses in pathogenesis. SAR is a mechanismfor the transmission of signals
over long distances, which provides a wide range of reactions and long-termresistance to secondary
infections. This unique feature makes SAR a very promising property in plant growing. The review
provides information on the role of SA in the development of SAR in response to a variety of stress
factors. Possible ways of endogenous SA biosynthesis in plants and their relation to the formation of
induced resistance are considered, and experimental and theoretical data on the presumed mecha-
nism of the protective action of SA in conditions of biotic and abiotic stress are presented. Particular
attention is paid to the results of the study of the role of SA in the formation of SAR in plants in
pathogenesis under conditions of hyperthermia.

Key words: systemic acquired resistance, salicylic acid, methyl salicylate, reactive oxygen species,
calcium, catalase, peroxidase, NADPH oxidase, PR-proteins, pathogenesis,
hyperthermia
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POJIb CAJIIIMJIOBOI KUCJIOTH
Y ®OPMYBAHHI CUCTEMHOI HABYTOI CTIMKOCTI POCJINH
ITPU ITATOI'EHE3I

JI. B. [Tamkesmy, JI. ®. Kabammmkosa

Incmumym 6ioghizuxu i knimunnoi inocenepii
Hayionanvuoi akademii nayx binopyci
(Mincok, Binopycv)

E-mail: kabashnikova@ibp.org.by

Caminmnosa kuciota (CK) € ¢itoropMoHOM, IO Bimirpae Ba)dIMBY poJjb B psmi (i3ioJOTiIHUX pea-
KIif, BKJIIOYAIOYHM 3aXUCT POCIMH B CTpecoBuUX yMoBax. CucteMHa HaOyTa CTifikicTh (System
acquired resistance, SAR) € ommiero 3 Takux CK-3a/e:XHUX BIOMOBIAEH POCIMH NP MATOTEHE3.
SAR € MexaHI3MOM Tiepe/iadi CUTHAIIB Ha BEJIMKI BIICTaHi, M0 3a0e3Mevy€e MUPOKUHA CIIEKTp peak-
i 1 TpUBAJly CTIMKICTH N0 BTOPMHHUX iHGekmii. 11 yHikamsHa ocobmBicte poduts SAR BembMH
MEPCIICKTUBHOIO O3HAKOIO B POCIMHHUIITBI. B OTJIAl MpencTaBieHi BITOMOCTI, IO CTOCYIOTBCS POJI
CK y po3sutky SAR y BimmoBimp Ha Ji0 pi3HOMAaHITHUX CTPECOBHX YHHHUKIB. PO3IITHYTO MOXKITH-
Bl uwmixu OiocuHtesy enmorenHoi CK B pociumHax Ta iX 3B'130K 3 GpopMyBaHHSAM IHIYKOBaHOI CTii-
KOCTI, a TAKOX HaBeJCHI eKCIepHMEHTANbHI JaHi i TIMOTe3u, M0 CTOCYIOThCS MEXaHI3MY 3aXHCHOI
nii CK B ymoBax 6iotTnanoro Ta abiotmanoro ctpecy. OcoOmMBY yBary MpHIUICHO pe3yJbTaTtam J10-
crimpkerHs poni CK y dopmysanHi SAR B pocimHax Ipu maToreHesi B yMOBax TimeprepMii.

KarouoBi caoBa: cucmemua nabyma cmitikicms, caniyunosa KUcioma, MEmMuICaliyuiam, aKmuehi
Gopmu xucuio, xarvyii, kamanasa, nepoxcuoasa, HAJJOH-oxcuoasa, PR-0inku,
namoczenes, 2inepmepmis
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