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PaccmoTtpena ponb skacMoHOBOI KucsIoTh (2KAK) 11 2kacMOHATHOTO CUTHAJIMHTA B PEeTYJISIIINY afallTUBHBIX
peaxkiuii pacteHUii Ha neiictBue ctpeccopoB. KpaTko onucaHn cuHTe3 2KAK y pacTeHunit 1 OCHOBHOI NyTh
TpaHCAYKIIMU XacMOHATHOTO curHaja. PaccmarpuBaercs Baustnue 2KAK Ha conmepkaHne B KJISTKaX OPy-
TMX CUTHAJIbHBIX TTOCPETHUKOB (MOHOB KaJIbLIMSI, AKTUBHBIX (DOPM KHUCJIOPOIa, OKCHIA a30Ta, CEPOBOAOPO-
Ia 1 MOHOOKCHA yriepoaa). Boepseie 06000maTcss JaHHBIE 00 Y4aCTUM KOMIIOHEHTOB XKaCMOHATHOTO
curHainuHra (B yactHoctH, 6esikoB COI1 u JIN1/MYC?2) B peanuzanuu pusnonorudeckux 3¢heKToB CUT-
HaJIBHBIX IIOCPEIHUKOB-Ta30TpaHCMUTTEPOB. [IpuBomsSITCS cBemeHs: 00 M3MEHESHNY SHIOTEHHOTO COOep-
xaHust 2KAK mnipu geiicTBUM cTpeccopoB M BAUSIHUM 3K30reHHo# 2KAK 1 ee Mpou3BOAHBIX HA YCTOMYHU-
BOCTh PacTeHU. AHAIM3UPYIOTCS CIIEKTP XKAaCMOHAT3aBUCUMBIX 3aIlIMTHBIX PeaKIIii pacTeHUII U MeXa-
HU3MBI UX UHOyHMpoBaHus. Ocoboe BHUMaHue yneisieTcs poiu 2KAK B akTUBaLlMM aHTMOKCUIAHTHOM
CUCTEMBI U PETYJISIIUN COCTOSIHUS YCTHUII B CTPECCOBBIX YCIOBUSIX.
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dopmupoBaHue agalTUBHBIX PEeaKIIMi pacTeHUH
MPOUCXOAUT C Y4aCTUEM CUTHAJIbHBIX MTOCPETHUKOB
U (UTOTOPMOHOB, KOTOPbIC OOBEAUHEHBI B PETYIISI-
TOPHYIO CeThb W TIPEObIBAIOT B CJIOXHOM (hyHKIIMO-
HaJlbHOM B3aumoseiictBuu. HecMoTps Ha cTpemu-
TeJIbHOE HAaKOIJIEHNE CBEACHUI O CUTHAJIMHTE B KJIET-
Kax U OpraHu3Me pacTeHUli B 11eJIOM, TIpeICTaBIeHUS
O B3aMMONIENCTBUU KOMITOHEHTOB CUTHAJIbHBIX CH-
CTeM OCTaloTcsl BechbMa pparMeHTapHbIMU. [1pu aTOM
JIOCTYITHbIE METOIMYECKHE MOAXOAbl OOBIYHO TTO3BO-
JISIIOT UCCJIEI0BATh JIMILb OTEIbHbIE (hparMEeHThI CUT-
HaJILHOM ceTH, (DYHKIIMOHUPYIOIINE B ONTpeAeIeHHbIX
9KCIIEpUMEHTALHBIX YCIOBUSIX. TeM He MeHee, aHa-
JIN3 1 0000IIeHNE TAKMX JaHHBIX IIPUOIIEKACT K T10-
HUMaHUIO MeXaHU3MOB (popMUpPOBaHUS (DU3UOJIOTH-
YeCKMX peaklinii Ha Te WIU UHbIe BO3ACHCTBUS 3a CUET
(GYHKIIMOHAJIBHBIX CBSI3€id MEXIY CUTHAJIbHBIMU U
FOPMOHAJIbHBIMU MOCPETHUKAMM.

OnHoit U3 KITI0YEBBIX TPYMIT “CTPECCOBBIX” (PUTO-
TOPMOHOB SIBJISIIOTCS >)KacMoHoBasl kucjora (2KAK) u
ee MMPOM3BOIHbIE, TIPEICTaBIEHHbIE METUI)KACMOHA-
ToM (Me-2KAK) 1 KOHBIOraTOM XXacMoHaTa ¢ U30JIeii-
uHoM (Mne-2KAK) [1]. Takke 3HaUMTEIbHOM (DU3NO-
JIOTMYECKOI aKTUBHOCTBIO 00J1a/1aeT MPeAIIECTBEHHUK
KAK — 12-okcoduToareHoBast KUCJIOTa, CUTHAJILHOE
neiicTBre KoTopoii nepekpbiBaetcs ¢ 2KAK, Ho MoxeT
OBITh M OTIMYHEIM OT ee 3(PdekToB [2]. TTockombKy

KAK, ee mpenlliecCTBEHHUKU U ITPOU3BOIHBIC SIBJISI-
IOTCSI MPOAYKTaMU JIMIIOKCUIeHA3HOTO KacKama, MX
paccMaTpUBaIOT B PsIAY MpeacTaBUTENet OKCUIUTIM-
HOB — (PM3MOJIOTUYECKM aKTUBHBIX MOJIEKYJI, 00pa-
3YIOIIMXCS U3 HEHACHIIIEHHBIX XXUPHBIX KUCJIOT BO
Bcex a’poOHbIX opraHusmax [3]. Ilpu aTom cpenu
MHOT'OYMCJICHHBIX IIPOOYKTOB OTAHHOIO KacKaja
nMmeHHo ZKAK 1 ee Tpon3BOIHBIM IIPUHAIJICKUT I0-
MUHUpPYIOIIAsl poJib B CUJIy MX HauboJiee BbICOKOM
OMOJIOTUYECKOII aKTUBHOCTU U YHUBEPCAJIBbHOTO
MPUCYTCTBUS Y BCEX BUIOB PaCTEHUIA — OT BOZOPOC-
JICH 1O TTOKPBITOCEMEHHBIX.

KAK MHTEeHCHBHO M3y4aeTcs yxKe 0oJjiee YeTBep-
T BeKa [4]. 3HaunTeIbHOe BHUMaHUE YACSISTCS ee
HUCCIeNOBAaHUIO KakK aKTopa peryasiuy pocTa u
pa3BUTUS pacTeHuUit |5, 6], a TakKe KaK CUTHaja, aK-
TUBHUPYIOILIETO 3KCIIPECCUIO 3aIIUTHBLIX TCHOB pacTe-
HUI B TIpoliecce TmaTtoreHesa [7]. MeHee M3ydyeHHBI-
MU OCTalOTCSl POJib U MexaHU3Mbl neirctBust KAK
IIpU agarnTalluy pacTeHUM K aOMOTUYSCKIM CTPECCO-
BBIM (pakTOpaM. DTO KacaeTcsl MpeXae BCETO CUT-
HaJIbHBIX TTOCPEIHUKOB, BOBJICYEHHBIX B IIPOLIECCHI
aKTUBallMK aJallTUBHBIX peaklWii pacTeHUI ¢ yda-
ctueMm 2KAK. HecMmoTpst Ha To, 9TO IMpupoaa KIrode-
BBIX O€JIKOB, 3a/IeiICTBOBAaHHBIX B pELECIIINU XaCcMO-
HATHOTO CUTHAjla M ero TPaHCAYKIIMW B TeHeTU4e-
CKMIA armapar B 1IeJIoM M3BecTHa [8], OTKPBITBIMH
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OCTalOTCS BOIPOCHI B3aMMOACHCTBUS COOCTBEHHO
>KACMOHATHOT'O CUTHAaJjIa C CUTHaJIaMU KJIIOUEBBIX KJle-
TOYHBIX IIOCPETHUKOB: MOHOB KaJIbLIMSI, aKTMBHBIX
dopMm kuciopona (APK), okcuma azora (NO) u npy-
IUX. AKTYaJbHOCTb BBISICHCHUSI TaKOTO B3auMMOJCH-
CTBUSI YCUJIMBAETCS B CBSI3U C PACIIUPEHUEM CIEKTpa
CUTHAJIbHBIX COCIWHEHWI pPAaCTUTEIbHBIX KJIETOK, B
YaCTHOCTH, C pa3BUTHUEM MPEICTABICHUIA O pOJIY ra3o-
TPAaHCMUTTEPOB — CUTHAJIbHBIX Ta3000pa3HBIX MOJIE-
Ky [9, 10]. IIpeameToM HacTosIIETO 0030pa SIBUJICS
aHaJIN3 TaHHBIX O XXaCMOHATUHIYLUPYEMBbIX 3aIlUT-
HBIX peaKlUsIX paCTEHUI Ha AeCTBUE aOMOTUYECKUX
CTPECCOPOB, PEATTN3YIOLINXCS C Y4aCTUEM HU3KOMO-
JIEKYJISIPHBIX ITTOCPEIHUKOB, a TaKXKe BOBJICUCHHUU
KOMIIOHEHTOB XaCMOHATHOI'O CUTHAJIMHTAa B pean-
3aluI0 3¢ HEKTOB APYTUX PETYISITOPHBIX MOJIEKYII.

KPATKHME CBEJEHUA O CUHTE3E XKAK

B tedyeHue mocnenHUX AeCITUJIETUI OMOCHUHTE3
KAK 06b11 1OCTaTOYHO MMOAPOOHO OXapaKTepru30BaH
Y DPa3IMYHBLIX BUIOB JIBYIOJbHBIX W OZHOIOJBbHBIX
pacTeHU M OMMCaH B psifie CHeLUaIbHBIX 0030pOB
[11—14]. B ¢BSI3U ¢ 3TUM HIKE KPaTKO OyIyT U3JTOXKe-
Hbl ocHOBHbIe mpeacTtaBieHus. Cunte3d KAK mpo-
HWCXOOUT B pe3yJibTaTe MOCAeI0BaTEIbHOIO TpeBpa-
IIEHUS HEeNpPeAEeIbHBIX XUPHBIX KUCIOT TOJ BIUSI-
HUeM (EepMEeHTOB, JOKaJU30BaHHBIX B IJIACTUIAX,
MepOKCHCOMax 1 nmuroruiazme [11].

B oTBeT Ha nelicTBUe BHYTPEHHUX WJIM BHEIITHUX
CUTHAJIOB (pocdoanIIassl, JTOKAITU30BAaHHBIC B MEM -
OpaHax XJIOPOIUIACTOB, OTIICIUISIOT JMHOJEHOBYIO
(Cis.3) kucinoty oT aunuaHoit ocHosel [13]. Ilog
nericrBueM 13-IMITOKCUTeHAa3bl OHA OKMCISIETCS 10
13-TuaporepoKCUIMHOIEHOBOM KUCTOTHI [12]. TTo-
CIeOHSIST NETUAPUPYETCS aJUIEHOKCHACWHTA30M C
obpaszoBaHneM 12-0KCOPUTOIMEHOBOM KUCIOTHI
(12-O®JIK) — nepBOro MeHTaUUKINIECKOTO MpPo-
M3BOAHOIO OKTaaeKaTpueHoBoro myTtu. /1o Hemas-
HEro BpeMeHU ObLIO HeM3BeCTHO, Kak 12-ODIAK
MOCTYMAeT B TIEPOKCUCOMBI, TA€ MPOXOAST 3aKII0-
yuTenbHble cTaguu cuHTe3a KAK. B HacTosmee
BpeMsd cyutaetrcs, 4to 12-ODJIK TpaHCcIIOpTUPYET-
Cs1 B TIEPOKCUCOMBI C MOMOIIbIO TaK Ha3bIBA€MOTO
AT®-cBsI3BIBaIOIIETO KACCETHOIO OeIKa-TPaHCIOP-
tepa CTS [15]. Hapymenune nmmopra 12-OPAK u3
LIATO30JIs1 Y MYTAaHTOB I10 T€HY 3TOro 0eJiKa cfs Tpu-
BOJIUT K IOBBILIEHUIO COACPKAHMUS 3TOM CUTHAJIbHOM
MOJIEKY/bl B IIUTO30JI€ M aKTUBALIMM CAMOCTOSITE]Ib-
Horo curHajibHoro mytu 12-O®/IK [16]. B To xe Bpe-
MsI, TIOCKOJIbKY y PACTEHMII 3TOr0 I€HOTUIIA CHUHTE3
KAK, X0TsT 1 B MEHBIIINX KOJIMYECTBaX, IIPOVCXOINT,
CUMTAIOT BO3MOXKHBIM U Ttonaganue 12-OPJK B ne-
POKCHCOMBI MyTeM naccuBHOI nuddy3unm [15].

IMocne mocryruieHust B mepokcucoMbl 12-ODIK
npespamiaercd 12-ODJK-penykra3oit B 12-0kco-
dutoeHoBy10 kucioty. CuHte3 2KAK nmpoucxonur B
pesysibTare Tpex peakiuii f-okucienust 12-okcodu-
TOEHOBOI KUCJIOThI, KOTOPbI€ KaTAJIM3UPYIOTCS Tpe-
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Ms pa3snTnaHbIMU depMeHTamMu: anmi-KoA-okcmaa-
300, TaK Ha3bIBAEMbIM MYJIbTU(MYHKIIMOHATBHBIM
6e1koM u 3-ketoaumi- KoA-Ttuonaszoit [17].

CuHTte3upoBaHHasi B mnepokcucomax KAK BbI-
CBOOOXIAeTCs B LIUTOIJIa3My, TJ€ MOXET IpeBpa-
marbes B 6oJiee yeM 30 pa3IMyHBIX aKTUBHBIX U HEe-
aKTUBHBIX TTPOU3BOIHBIX, B 3aBUCUMOCTH OT XUMU-
yeckoil MoauduKaluuu KapOOKCUJIBHOIW TPYIIIbI,
OOKOBOI 1IeNM TIEHTeHWIa WJIU TeHTaHOHOBOTO
koibla [5]. Cpenu psigza MeTabOJMTOB CBOOOMTHOI
2KAK oCHOBHBIMM OMOJIOTMYECKHN aKTUBHBIMHU (DOp-
MaMHu cuuTaioTcs yuc-xkacmoH, Me-2KAK n Hie-
KAK [5, 13]. Luc-xacMoH oOpasyeTcsl myTem me-
kapookcumpoBanus 2KAK [18]. Jleryunii Me-2KAK
CUHTE3UPYETCS C TIOMOLIbIO KAPOOKCUIMETUITPAHC-
depasbl KAK [19]. Mne-2KAK obpasyercs o Biu-
saueM JARI-cuHTa3bl (jasmonate amino acid syn-
thetase) [20]. Umenno Mne-2KAK HeobOxoguM mjst
nanbHeue nepenayn curHaioB 2KAK [5].

KAHOHUYECKUWH MYTb NEPEJAYU
CUT'HAJTA ZKACMOHATA

B muTomnazMme pacTUTENbHBIX KJIETOK Hamboliee
OMOJIOTMYECKN aKTUBHOM (OpMOI 3KAaCMOHATOB SIB-
nsetrca Une-KAK [5, 21]. UmeHHo 3Ta (popMa Kac-
MOHAaTa TpaHCIOpTUpYyeTcs B sapo [5]. CaenyeT Tak-
XK€ OTMETUTh WU3ydeHHBbIe 3(P@EKTHl TpaHCIIOpTa
Nne-XKAK u Me-2KAK Ha GobIve pacCTOSIHUS Ye-
p€3 COCYIMCThIC IyYKU W/WINU IIepeaady 10 BO3IyXy
[5, 22, 23]. Me-XKAK paccmaTpuBaeTcs B Ka4ecTBe
MOOWJIBHOTO CUTHaJIa, 00€CIEYNBAIOIIETO KOHTAKTHI
MEXIY 4acTSIMM PAacTeHUSI, OTAEJIbHBIMU PaCTCHUSI-
MM, 2 BO3BMOXXHO, M B3aUMOAEHCTBUE paCTEHUI pa3-
HbIX BUIOB [7]. Beicokas netydyecth Me-2KAK u ero
CIIOCOOHOCTD JIETKO IIPOHUKATh 4Yepe3 MeMOpaHbI
opL1a yctaHosJieHa eme 30 jiet ToMmy Haszan [24]. Cun-
Taetcst, uto Me-2KAK MoxXeT ObITh “CUTHaJIOM Tpe-
BOrM” UISI COCEQHUX C HCIBITABIIMMH IEiiCTBUE
cTpeccopa kieTok pactenuii. [1pm atom Me-2KAK,
MOCTYNUBIIUN B KJIETKWA PACTEeHUI, TUAPOJIUBYETCS,
u obpazyromasics 2KAK npespamaercs B Mie-2KAK.
B nemoMm, a3ddexTel cucTeMHOI TIeperayn KacMo-
HaTHOTO CUTHaJIa ¥ PAacTEeHUd pacCMaTpUBAIOTCS B
OCHOBHOM B KOHTEKCTE (DOPMUPOBAHMUS UX YCTONIM-
BOCTHU K ITaTOT€HaM.

B otcyrcTBue neiicTBMSI Ha pacTeHUSI CTpecc-
¢daKkTOpOB WJIM APYTUX CTUMYJIOB coaepxkaHue Mie-
KAK HHu3KOe, B CBSI3M C YeM TPAHCKPUIILIMOHHBIE
¢akTOphl XKAaCMOHATHOI'O CUTHAJIMHIA HAXOISITCS B
penpeccupoBaHHOM coctossHuU [5]. Iloa BaussHueM
CTPECCOPOB UJIM MHBIX CTUMYJIOB YCHIMBAETCSI 00pa-
3oBanune 2KAK u ee mpeBpamenue B Mine-2KAK B im-
TO30JI€ C TOCEAYIOIUM TPAHCIOPTOM 3TOT0 KOHb-
forata B siapo (puc. 1). HemaBHO ycTaHOBJIEHO, YTO Y
Arabidopsis thaliana cyOkieToyHass JIOKaau3allys
KAK perynupyercsi ¢ TOMOIIBIO OelKa-TIepeHOCU M-
Ka AtJATI1 [15, 25]. Dror Oenok mepeHocut WMie-
KAK 4gepes saepHyio MemOpany. [Tomumo aToro, on
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Puc. 1. OcHOBHOI1 yTh TpaHCIYKIIMHU XacMoHaTHOro curiaiga. JAR1 — JAR1-cuHTa3a (jasmonate amino acid synthetase);
JAT1 — 6enok-nepeHocunk Mine-2KAK (jasmonic acid transfer proteinl); SCF/CO“: SCF — Skpl, Cullin, F-box proteins,
COI1 — yOMKBUTUHJIMTa3HBIN KOMILJIEKC, YIaCTBYIOLINI B Aerpagaiinu 6e1KoB B 26S mpoTteacome (coronatine insensitivel);
JAZ — pernipeccop xxacMOHaTHOro curHajimHra (jasmonate ZIM-domain protein); MYCs — TpaHCKPUITIIMOHHBIE (DAaKTOPHI

cemeiictBa MYC. [1osicHeHUs B TEKCTe.

JIOKAJIM30BaH U B IUIa3MaTUYECKON MeMOpaHe U Ipu
Ype3MepHOM MOBLILIeHNU KoHLIeHTpalu 2KAK B 1111-
TOIUIa3Me MEPEHOCUT €€ MOJIEKYJIbl BO BHEIIIHEE TTPO-
CTPAHCTBO 11 AeceHcubunnzanum curHaia 2KAK.

YcranosneHo, yto Mne-2KAK — eamHcTBeHHas
¢dopmMa KacMOHATOB, CIIOCOOHAasl K CBSI3bIBAHUIO C
F-box-6enkom (COIl) [26]. KAK, Me-XKAK wu
12-okcoduroareHoBasi KMCIOTa TaKOl CIOCOOHO-
CThl0 He o0jyamaoT. F-box-06enok sIBIsSIeTCSl 4acThblo
SCF/COIl — yOUMKBUTUHJIUIA3HOTO KOMILIEKCA,
YYaCTBYIOIIETO B ierpagaliiy 6eJIKoB B 26S mpoTreaco-
Me. COI1-6enok ormpenensieT cyoCTpaTHYIO CIelu-
¢uuHocts SCF-tuna E3 youkButuniurassl [7]. I1o-
cie B3auMmopeiicteua WMie-KAK ¢ kKoMiuiekcoMm
SCF/COI1 nocnenHuii IIpruodpeTaeT CIIoCOOHOCTD K
YOUKBUTUHUPOBaHNIO OelIKOB ceMelictBa JAZ (Jas-
monate-Zim-Domain) — perpeccopoB XKaCMOHATHO-
ro curHajimHra. JAZ Oenku comepxar liBa JOMEHa,
ZIM u Jas, u 3TU DOMEHBI OIIOCPEAYIOT B3aUMOIECi-
ctBue JAZ ¢ npyrumu 6enkamu. Jlomen ZIM oreeuaet
3a ero nuMepm3anuio 1 B3anMoneuictrue ¢ NINJA,
KOTOpBIIi COEAMHSIET CYMNPECCOp TPAHCKPUITLIUU
TOPLESS ¢ nepenaueit curHanmos ZKAK, a momeH Jas
onocpenyer JAZ-COIl-B3aumoneiicteue [27, 28].

ITPUKIIAAHAA BUOXUMUA U MUKPOBHUOJIOT'UA

IIporeacomHuas nerpananus JAZ IpyuBOIUT K BEICBO-
6oxmeHno MYC2 n3 JAZ-MYC2 komruiekca [6].

Panee cunranock, 4to TONBKO 0e10K MYC2 Mmo-
KeT HalIpsIMYIO B3anMoAeiicTBOBaTh ¢ beikamu JAZ.
OnHako B MOCJIEAHME roIbl ObLUIO TTOKa3aHO, YTO OeJI-
Kk MYC3 nu MYC4 takke B3aUMOJIEHCTBYIOT C OeJI-
Kamu JAZ in vivo 1 in vitro, umest cxogayio JJHK-cBsg-
3pIBaIOIYI0 crieuuIHOCTE ¢ MYC2 u nefiCTBYIOT
cuHepruyecku ¢ MYC2 [29].

Hapsny ¢ cemeiictBom MYC K xkacMOHaTy MOTYT
ObITh YYBCTBUTEJbHbBI U TPAHCKPUIILIUOHHBIE (paKTO-
pol ceMeiictBa MYB. YcraHoBlIeHO, YTO OHU, KaK U
6enku MYC, MOTYT HETTIOCPEICTBEHHO penpeccupo-
BaThcs OenkamMu JAZ, a ux BRICBOOOXIeHME N3 JAZ,
npoucxonsiinee nofd neiictsueM curHaia KAK, mo-
KET aKTMBUPOBATh UX 1ieJieBbic TeHHl [8]. K uyBcTBU-
TeJIbHBIM K >KACMOHATy OTHOCSITCS M TPAHCKPUIILIU-
oHHBIe PakTophbl ceMelicTBa NAC. OTHocsIIMecs K
9TOMY CeMeNCTBY TPaHCKPUIMLIMOHHbIE (HaKTOPbI
ATAF1 u ATAF2y A. thaliana vHIynnpyoTcsI CUTHA-
Jnamu 2ZKAK 1 ygacTBYIOT B peaklusiX, odecrieumuBaro-
IIUX pa3BUTHE YCTOMYMBOCTU pacTEHUI K 3acyxe, 3a-
COJICHHMIO 1 areHTaM OKHUCIUTEIbHOrOo cTpecca [§, 30].
Ne 1
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Taxke ImomydeHbI 3KCIIEpUMEHTAJIbHBIE HOKa3a-
TEeJILCTBA MHIAYLMPOBAHUS TPAHCKPUITLUMA MHOTUX
reHoB ERF nion BiugHueM curHaiaos 2KAK. Otu re-
HBI B OCHOBHOM IIPMYACTHBI K PeaklMsIM pacTeHUM
Ha IefiCTBUE ITaTOT€HOB, CBSI3aHHBIM C CUHTE30M MO-
HOTEPIIEHOB, MHA0J0B 1 aikaiouaos |31, 32]. Hako-
Hell, K XXKaCMOHAT-PEryJINPyeMbIM OTHOCSTCS M He-
KOTOpBIe TeHbI 00JIbIIIor0 ceMeiicTBa WRKY. B yact-
HOCTH, IOKa3aHa >KaCMOHATHAasI PEryJIsiusi TaKoTo
Ba>KHOTO IJIsI afaNnTaluy K aOMOTUIeCKUM (haKTopaM
reHa, kak WRKY70[33], atakxke WRKY22, WRKY50,
WRKY57 u WRKY&9 [8]. Takum obpa3oM, MOMUMO
MYC, XAK MoxeT BIUATh Ha 3KCIPECCUIO TEHOB
ele, Kak MUHUMYM, YeThIpeX OOJIbIINX CEMEMCTB.

BIIMAHUE XKAK HA COLEPXKAHUE
BHYTPUKIJIETOYHbIX
CUT'HAJIBHBIX ITOCPEAHUKOB
B PACTUTEJIbHBIX KIIETKAX

B peamuzanmu pusnonorndeckux 3ddexron 2KAK
HapsAy C PaCCMOTPEHHBIMU BHIIIE CrE(UIECKUMU
Ge/IKaM1 yJacTBYIOT TaKWe YHUBEpPCAJIbHbIE BHYTPH-
KJIETOYHBIE CUTHAJILHBIE ITOCPENHUKH, Kak Ca?", ADK,
NO 1 HeKOTOpEHIE IpyTHE.

IToka3zano, 4To 00pabOTKa KJIETOK JIMCTHEB apa-
ounoricuca 100 MM 2KAK BbI3bIBajia MOBBIIIEHUE
KOHIIEHTpALMK KaJIbLs B uTo30Je [34]. [Ipu atom
nuHaynupyemoe KAK ycuneHme 3KcIpeccuu reHa
VSP yraetanoch HU(PEOAUIIMHOM U rerapuHOM, 4ToO,
10 MHEHUWIO aBTOPOB, YKa3bIBaeT Ha POJIb MOCTYILIe-
HUS Kbl KakK M3 aforuJiacTta, Tak U U3 BHYTpU-
KJIETOYHBIX KOMITApTMEHTOB B peam3anuu 3hdek-
ToB KAK. Takoe ke HuBeaupyloliee IeicTBUE Ha
KAK-mHnynmpoBaHHYIO 3Kcnpeccuio TeHa VSP
OKa3blBaJl W aHTAaroOHWUCT KajabMmomayauHa W-7, 4TO
CBUJIETEJILCTBYET O €ro 3HAYEHUU ISl pean3aliuu
acdpekroB KAK. Eire paHpllie ¢ MCITOIb30BaHUEM
WHTMOMTOPHOIO METOJa Ha pacTeHUSIX apabuI0TICH-
ca ObUIO YCTaHOBJIEHO y4YacTW€ BHYTPUKJIETOYHOTO
KanplMs M KambmonyianHa B KAK-mHmynmpoBaH-
HOM CHHTe3e OeJIKOB OTBETa Ha paHeBOM cTpecc ce-
meiictBa JR [35]. Takke 1moka3aHo, YTO MHAYLIUPYE-
moe Me-2KAK nakomenue PR- (pathogenesis relat-
ed) 6eKOoB U (DUTOATEKCUHOB Y paCTEeHUIA BUHOTpaaa
3aBHCEJI0 OT MOCTYIJIEHUST KaJblivs yepe3 Kajblive-
Bble KaHaJIbl IUIa3MaThu4eckoili Memopannl [36]. ITo-
BBILIIEHNE TETIOYCTOWUYMBOCTU KJIETOK KOJICOTITUIICA
nmeHunbl, nHayuupyemMoe 2KAK, B 3HaYUTEIbHOMN
CTENeHN YTHETaJIOCh OOpabOTKOM XeJaToOpoM BHE-
KJieTouHoro Kaiabuuss DI TA, 4To yKasbiBaeT Ha
POJIb alTOMNJIACTHOTO KaJIbLIMS B peau3alu CTpecc-
npotektopHoro nerictusg 2KAK [37]. BeissiBacmoe
Me-2KAK 3akpbiBaHME YCTBUI[ TaKXe SIBJISIETCS
KaJblIMII3aBUCUMBIM IIpolieccoM [38] (cM HuKe).
HaxkoHell, ycTaHOBJIeHa 3aBUCMMOCTb OT KajbllUe-
BOT'O TOME€OCTa3a €llle OJHOT0 U3BeCTHOTO 3 dekTa
KAK — mHaynupoBaHusI 00pa30oBaHUS JiaTepallb-
HbIX KopHeii. Ha pacteHusix puca nokasaHo, 4TO Xe-
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natopbl Ca?*, 6J10KaTopbl KaJlbLMEBBIX KaHAJIOB U
AHTAarOHUCTHl KaJIbMOMYJIMHA CHMXKAJIM TaKou 3¢-
dexT Me-2KAK [39].

B tpancoykuum curHana 2KAK moryr OBITH 3a-
neiictBoBaHbl 1 ADK. Tak, 1mokasaHo yCUJIEHUE Te-
Hepaluu CYNepoOKCUIHOTO aHWOH-paauKaia u Ie-
poKcHaa BOOOPOIA JUCTBIMM MOJIOABIX PACTEHMIA
MNIIEHWIBI, BBIPAIIEHHBIX U3 CeMsH, 00paOOTaHHBIX
KAK [40]. ITpu 3TOM 0OTMeUaIoCh MOBBIIIIEHNE AKTUB-
HOCTH TI€POKCUIA3bl M OKCAJaTOKCHUIA3bl 1 OMHOBPE-
MEHHOE WHTMOMpoBaHMEe Kartamasdbl. M3BecTHO, 4TO
MepoKCcUIasbl (OCOOCHHO arloryIacTHbIE) MOTYT ITeHe-
pUpPOBaTh CYIIEPOKCUIHBIN paarKall v IIePOKCHI BOIO-
pona [41, 42], oKcanmaToKcumasa B paCTUTEIBLHBIX KJIEeT-
KaX MOXKeT OBbITb OMHUM M3 (ePMEHTOB, 0Opa3yIOLINX
nepokcum Bogopona [43].

Ilon BiusgHuem 2KAK B u30JMpOBaHHBIX KO-
JICONTWISIX IMIIEHUIBl YCUINBalIach TeHepalus Cy-
MEPOKCUTHOrO aHUOH-paaukaia [37]. DToT adpdekr
YaCTUYHO TTOJABIISICSI KAK MHTMOUTOPOM TIePOKCH-
JTa3bl CATULIWITAIPOKCAMOBOI KMCIOTOM, TaK U UH-
ruburopoM HAJI®H-oxkcuma3bl UMUIA30JI0M.

B nipouieccax aktuBanuu 2KAK depmeHTOB, reHe-
pupytoniux APK, Moryr ObITh y4acTBOBAaTh JApyrue
MOCPETHUKM, B YaCTHOCTU KaJIbLIMiA. Tak, BbI3bIBae-

moe KAK ycunenue renepaunu O, Ha MOBEPXHOCTH
KOJICONITWIECH MIIEHUIbl MOJABISIIOCH XEJIaTOPOM
kanpmst DI'TA [37].

Eme omHMM CUTHaJIBLHBIM IIOCPEIHUKOM, 3amcii-
CTBOBAaHHBIM B peaiu3alnuy (U3MUOJIOTMIECKMX -
dekToB KAK, Moxer ObITh okcua azoTa. ITokazaHo
nosbieHue coaepxaHust NO B JIMCTbSIX apaOUIOICH -
ca mrocie oopadorku 2KAK [44]. TIpenodbpaboTka pac-
TeHuit puca ckaBeHmkepoM NO PTIO (2-phenyl-
4.,4,5,5-tetramethylimidazoline- 1-oxyl-3-oxide) yrHe-
Tana BeI3BIBacMoe KAK oOpa3zoBaHme naTepaibHBIX
KopHeii [45]. ObpaboTka pacTteHuii mineHUIbl KAK,
cMsryaplasi HeTaTUBHOE BIIMSIHUE 3aCyX1 Ha COCTO-
sSTHUE MeMOpaH KJIETOK JIUCThEB, BhI3bIBAIA ITOBHIIIIC-
Hue coaepxkanust NO. IIpu aTom ckaBeHIKEpP OKCH-
na azora PTIO ycTpaHsii MOJOXUTEIbHOE BIUSIHUE
KAK [46]. O6paboTKa ITpOPOCTKOB IIIIEHUIIBI 9K30-
reHHoi 2KAK Taxcke IoBhIIIaIa coaepkaHue oOKCcrIa
azorta B KopHsix [47]. [Ipu aTOM OHa MHAYLIMpOBaja
pa3BUTHE TEIUIOYCTOMYMBOCTU IIPOPOCTKOB, KOTO-
poe yrHetajioch PTIO n nuaruéuropom NO-cuHTa3bl
*kuBOTHBIX L-NAME (N©-nitro-L-arginine methyl
ester) [47]. UuTepecHO, yTO MHAyuupoBaHHoe 2KAK
o0Opa3oBaHME OKCHIa a30Ta B KOPHSX IIPOPOCTKOB
MIIeHUIBI 0Ka3aJIoch 3aBUCUMbBIM 0T ADK 1 ronas-
JISIIOCh CKaBEHIIKEPOM TEepPOKCHUIa BOAOPOAA IUME-
TUJITUOMOYEBUHOIA.

B menom, npuBeneHHbIE BhIlIe TPUMEPHI YKa3bl-
BalOT Ha PpoJib (PyHKIIMOHAJIBHOTO B3aUMOJEUCTBUS
Mexay NO, ADK u moHaMu KajablLys IPU peain3a-
muu neiictusi 2KAK Ha pacTutenbHble OOBEKTHI.
be3ycioBHO, AeTanu 3TOro B3aMMOJEMCTBHUS TOKa
OCTalOTCsl HeuccyenoBaHHbIMU. Tak, U3BECTHO JIUIIIb
Ne 1

TOM 57 2021



JKACMOHATHBIN CUTHAJIMHT U AJIANITALIUA PACTEHU 7

HEMHOIO TPUMEPOB KOHKPETHBIX CTpPECC-MPOTEK-
TOPHBIX cUcTeM, KOHTposmpyeMbix 2KAK ¢ yyactuem
aTuX nocpeaHukon [40, 41, 48]. I1pu 3ToM B 6OJb-
IIMHCTBE paboT yallle u3y4yaeTcsl pojb Kakoro-jimoo
OHOTO TNOCpPENHUKA, a HEe UX (PyHKIIMOHAIBHOTO
B3aUMOJIEHCTBUS APYT C IPYTOM.

Coobi11aeTcss 1 0 BO3MOXHOM y4aCTMU MOHOOK-
cuia yriepoja Kak rocpenHuka 3gdekToB KAK.
ITokazano, yTo 06padboTka 2KAK pacrenmit con, 1mo-
BBIIIAIONIAS UX YCTOMYUBOCTD K JIEHCTBUIO KAIMUS U
cMsryamplas OKUCIUTEIbHbIC TTOBPEXICHUS, BBI3bI-
Bajla yBeJIMYeHUEe aKTUBHOCTU reMoKcureHasnl [49].
OnmHaKo 3KCcIIpeccus reHa, KOIUPYIOIIEero 3ToT gep-
MEHT, He U3MeHsIach. ABTOpPBI moJararoT, 4To 2KAK
BBI3bIBaJIa MMOCTTPAHCISIIMOHHbBIE MOIU(DUKALIMU Te-
MOKCHUTeHa3bl, MEXaHMW3M KOTOpBIX IIOKa HE pac-
KpbIT. C Ipyroii CTOpOHbI, OKA3aHO, YTO BIIUSHUE
Me-2XKAK Ha oOpa3zoBaHUe JIaTepaJIbHbIX KOpHE y
puca COIpPSIKEHO C TOBBIIIIEHUEM HE TOJbKO aKTUB-
HOCTH IeMOKCHUTEHAa3hl, HO M ¢ MHAYKIIMEI CUHTEe3a
MPHK OsHO1 [39].

HenaBHO mosiyyeHbl JaHHBIE O BOBJIEYEHUU JIU-
MUIHOTO CUTHAJIMHTA B peain3alliio CTPECC-MPOTEK-
TopHoro neiictBus KAK. Oopadotka 2KAK, yMeHb-
1Iaroiias MoBpeXaeHuss MeMOpaH JIMCTheB apadu-
Jloricuca TIpu JEeMCTBMM TOKCUUYECKUX 03 MeAu U
KaJMUs, BbI3blBaJIa YCUJIEHUE DKCIPECCUM NIBYX Te-
HOB, KOJUPYIOLIUX pa3zHble U30(opMbI (pochonumasbl
D, npu 3TOM y pacTeHMii TUKOTO THIA YBEININBAIOCH
conepxanue ¢ochatumHoit Kuciaorel. OgHaKO 00pa-
6otka 2KAK cnabo Biusiia Ha (pU3MOJIOTMIECKOE CO-
CTOSTHME MYTaHTOB apabuaoricuca, AeeKTHBIX IO CO-
OTBETCTBYIOLIMM TeHaM pocoauriazsl D [50].

B3AUMOJENCTBUE XAK
C ®PUTOI'OPMOHAMMA
AKTHUBATOPAMM POCTA

Abdextr ZKAK Bo MHOTOM peaqm3yloTcsl TIpH
(YHKIIMOHATBPHOM B3aUMONICHCTBUM C APYTUMU (DU~
ToropmoHamu. MiMmeroTcst cBeneHms o cBsa3sax 2KAK ¢
WHOOJWII-3-YKCYCHOM KWCJIOTOM, IITMTOKWHWHAMM,
ru66epesToBO KUCIOTON U APYyrUMMU (DUTOTOPMO-
HaMm¥ [6].

CrnenyeT OTMETUTh OCO00O€ 3HaYeHNE B3aMOIeii-
crBus 2KAK ¢ muToOKMHUMHAMU B peajn3aliiu ero pu-
31OJIOTUYECKOro neiicTBUs. I3BeCTHO, MUMEHHO IIUTO-
KWHUHBI UTPAIOT UEHTPATbHYIO POJIb B TOPMOHAIBHOMN
PeTyJISILIMK POCTA 1 pa3BUTHSI pacTeHuii [51], moaTomy
BAUSTHUE IPYTUX PUTOTOPMOHOB, B yacTHOCTH KAK,
Ha UX TOMEOCTa3 MOXET ObITh BaXKHO Kak JJIsI POCTO-
BBIX IIPOLIECCOB, TaK U A1 (DOPMUPOBAHUS adalITUB-
HBbIX peaKlIni.

Nmerorcsa nandbie Kak 00 aHraroHusme KAK u
OUTOKWUHWHOB, TaK W O BBIIIOJHEHUM NOCICIHUMU
(GYHKUIMU TOCPEOAHUKOB B peanu3aluud 3¢deKToB
KAK. C ogHOIi CTOPOHEI, COO0OIIAETCsI 00 YCTpaHe-
Huu 2KAK T10JI0KUTEILHOTO BIMSTHUS LIUTOKUHUHOB
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Ha comepxkaHue xiiopodmmia [52]. Takke mmokasaHoO,
yTto mudPepeHIIMpoBKa KCUIEMbl B KOPHSIX apaOu-
noricuca perynupyetcs 2KAK, 1 aHTaroHucTu4eckoe
B3auMogeiictBue Mexny KAK ¥ HUTOKMHUHOM SIB-
nsietcss BaxXHBIM 11T 2KAK-3aBHCMMOTO pa3BUTHS
KCUJIeMBI [53].

C npyroii CTOpOHBI, €CTh UCCIEAOBAaHUS, B KOTO-
PBIX TTOKa3aHo , YTO oTAeabHbIe 3 dekThl ZKAK Mo-
TYT peaju30BbIBATbCS MpPU y4aCTUU IIUTOKWHWUHOB.
M3BecTHO, 94TO B HEOJIArONPUSTHBIX YCIIOBUSIX CONEP-
JKaHWE LIUTOKUHUHOB OOBIYHO yMeHbIaeTcs [54], B
CBSI3U C UeM BaXKHOI1 SIBJISIETCSI CITIOCOOHOCTb pacTe-
HUI MoAaepXuBaTh yXXKe uMmeroluiics ux myia. Kito-
4YeBbIM (hEpMEHTOM Jerpajaliui IUTOKUHUHOB SIB-
JIgeTcs IMTOKWMHUHOKcHMmasa [55, 56]. BnusHue
KAK Ha ee aKTMBHOCTh MOXET OBITh OTHOI U3 IIPU-
YUH €€ CTpecc-MPOTEKTOPHOTro neiictBus. Tak, mo-
Ka3aHo, YTO MHKyOaIusl MPOPOCTKOB MILEHUIIBI Ha
cpene ¢ Me-2KAK mpuBoamiia K ObICTpOMY KpaTKO-
BpPEMEHHOMY HAKOIUIEHUIO IMTOKUHUHOB, HE BIIUSIS
npu 3ToM Ha conepxkanue ABK n nnmommi-3-ykcyc-
HOM KUcHoThI [57]. Takoii acpeKT aBTOPHI CBSI3bIBA-
0T CO 3HAUYUTEJbHBIM CHUXKEHUEM 3KCIIPEeCCU reHa
U aKTMBHOCTU LIUTOKMHUHOKCHA3bI MO BIUSHUEM
Me-2KAK. Ha hoHe neiicTBUsI COneBOro cTpecca 0o-
pabotka Me-2KAK npenoTBpaiaia nmaaeHue cogep-
JKaHWSI TUTOKMHWHOB B TpopocTKax. Takxke Ton
BIMSHUEM »dK3oreHHoro Me-2KAK oTMevanoce
MpeaoTBpallleHue YPE3MEPHOro CHUXKEHMS COMIep-
JKaHWSI MHAOJWII-3-YKCYCHOM KUCJIOTHI B MPOPOCT-
Kax 1 ymMeHbleHue 3¢hdeKTa MoBbIIEeHUS cCoaepXKa-
Husg ABK [57]. Takum o6pazom, Me-2KAK mMoxkeT
CMSTYaTh UHAYLIUPYEMBIE COJIEBBIM CTPECCOM HU3MeE-
HEHUS B TOPMOHAJIbHOM CUCTEMe pacTeHUI U TeM ca-
MbIM MpeAoTBpalllaTh Ype3MEPHOE MHTMOUPOBaHUE
pocta. EctecTBeHHO, 4TO B 1iejoM BiaustHue 2KAK u
€€ MPOU3BOMHBIX Ha COMepKaHWE IIUTOKWUHUHOB (U,
MO-BUIAUMOMY, APYTMX (DUTOTOPMOHOB) HE MOXKET
OBbITb OJHO3HAYHBIM Y 3aBUCHUT OT BUJIOBBIX OCOOEH-
HOCTEH, 3KCHEPUMEHTAIBHBIX YCJIOBUU U OPYTUX
daxropos [58, 59].

BzaumoneiictBue 2KAK ¢ ruG6epe/yioBoil K1CI0-
toii (I'’K) curraeTcst mpenMyIeCTBEHHO aHTaTOHVCTH -
yeckuM. [lpenjoxeHa Mozelib, COMIACHO KOTOPOi B
OTpeeICHHBIX YCIOBUSIX (MTPU HU3KOIM KOHIICHTpa-
1 I'K) 6enku DELLA Hanpsimyto B3auMoAeCTBYIOT
¢ JAZ n Tem caMbIM ocBOOOXmaroT 6e1oKk MYC2, yto
TMO3BOJIsIeT peanu3oBarhbes aeiictBuio 2KAK. B To ke
Bpems B nipucytctBuM 'K, 6enku JAZ BBICBOOOXKIA-
1oTcs u3 komiuiekca DELLA-JAZ B pe3yabTarte nerpa-
manuu DELLA, ipu aToM cBoOoaHBIE JAZ ocnadiis-
10T nelictBrue 2KAK 1mocpeacTBoM MpsiMOTO B3aWMO-
nmeiictBust c MYC2 [60]. DTa Mozenb B KaKO-TO Mepe
OTOOpaxkaeT COOTHOIIEHUE MEXAY MpolleccaMU aK-
TUBHOTO POCTa, CBSI3aHHBIMU CO 3HAYUTEIBbHON aK-
TUBHOCTbBIO TMOOEPEJJIMHOB, U 3allIUTHBIMU PEaKII-
SIMU Ha JIeMCTBHE CTPECCOPOB, KOTOPBIE COMPSIKEHBI
C TOpPMOX€EHMEM pocTa [61].
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AHTaroHUCTUYECKUMU IIPU PETYJISILUAU POCTO-
BBIX IMTPOIIECCOB MOTYT OBbITh U OoTHOIIeHUsT 2KAK ¢
aykcuHaMu. Tak, nmokasaHo, 4yto curHai 2KAK 6J1o0-
KUpyeT sKcrnpeccrio reHoB O0enkoB PLETHORA
(PLT), KkoTOopble OTBETCTBEHHBI 3a MpoJrdepanunio
KJIeTOK KopHs [62]. OmHako akcmpeccus PLT He
ObLIa MOJaBjJeHa y MYTAaHTOB IO XKaCMOHATHOMY
curHaiauHry coil-1 u myc2. TlokazaHo, uyto MYC2
MOXET HAIIPSIMYIO CBSI3BIBATHCS C IIPOMOTOpaMU
PLT. Takum o6pa3oM, yCuiaeHUeE Iepegadm KacMO-
HaTHOTO CUTHaJIa MOXeT OJIOKMPOBATh 9KCIIPECCUIO
ayKCHH-YYBCTBUTEIbLHBIX TeHOB PLT [6].

B uenom, Bzaumonericteust KAK ¢ npyrumu pu-
TOTOPMOHAMM MOTYT OBITh KaK aHTarOHUCTUYECKM-
MU, TaK U CHHEPIru4ecKuMu. MHOTHE U3 TaKUX B3au-
MOJIEIUCTBUI CBSI3aHBI C YYaCTUEM OIHMX M TEX Ke
0EeJIKOB-IIOCPEAHMKOB B TPAHCAYKIIMY CUTHAJIOB pa3-
HBIX (PUTOTOPMOHOB. [leTabHOE pacCMOTpEeHUE BO-
mpocoB B3aumoneicteusi 2KAK ¢ apyrumu durorop-
MOHaMM BBIXOIUT 3a paMKH T€MBI HACTOSIIIIETO 0030pa.
HenaBHo oHM 1OCTAaTOYHO MTOAPOOHO OBUTH U3JIOXKEHBI
B CBOJAKAaxX CIlelBbITycKa International Journal of Mo-
lecular Sciences [1, 6].

YYACTUE KOMIIOHEHTOB
JKACMOHATHOT'O CUTHAJIMHTA
B PEAJIU3ALLU DODEKTOB CUTHAJTbHBIX
IMTOCPEIHUKOB
U ABCLIM30BOU KUCJIOTHI

M3BecTHO, UTO YBEJIMUEHUE COJEPXKAHUS B KJIET-
Kax OTHEeJIbHbIX CUTHAJIbHBIX TMOCPEIHUKOB MOXKET
¢opMupoBaTh CHTHalA, WHAYHUPYIOIIWII CUHTE3
OIpeesieHHbIX (GDUTOTOPMOHOB U 3aBUCUMBbIE OT HUX
¢dusnonornueckue peakuuu. B yactHocTH, ¢ ropmMo-
HaJIbHbIM CUTHAJIMHIOM B PAaCTUTEJbHBIX KJIeTKax
TECHO CBSI3aHbl JBa KJIIOUEBBIX IOCPEIHUKA-Ta30-
TpaHCcMUTTepa — okcua azoTa (NO) u cepoBomopos
(H,S). C ogHOi1 CTOPOHBI, OHU YYacTBYIOT B TpaHC-
YK TOPMOHAJIBHBIX (B TOM UM CJI€ )KACMOHATHBIX)
CUTHAJIOB B TEHOM PacCTUTENLHOM KieTku [45, 63], ¢
IpyTOil — W3MEeHEeHWe KOHILIEHTpalluu 3TUX Ta3o-
TPAaHCMUTTEPOB MOXET OKa3bIBaTh BIUSHUE Ha Top-
MOHAaJILHBII KoMILIeKC [44, 64]. Tak, mokasaHo, 4TO
y pacTeHuii apabuaorcuca B OTBET Ha paHeHUe MPo-
HUCXOOUT OBICTPOE YCUJIEHUE TeHepallui OKCUia a30-
Ta, KOTOPOE, B CBOIO OYEPE/b, BHI3BIBACT MOBBILIIEHNE
akTUBHOCTU (pepMeHTOB cuHTe3a 2KAK — nmunokcu-
reHa3 M aJUIEHOKCHUICHHTa3bl [65]. YcraHOBIIEHO,
4YTO B MaTOreHuHaylupyemom cuHte3e KAK Takke
yuactByeT NO [66].

dyHKIMOHANIbHOE B3auMoaeiicTeue Mexay 2KAK
U OKCUJOM a30Ta MPOUCXOAUT HE TOJbKO npu ¢op-
MUPOBAHUM OTBETHBIX PEaKIUif paCTeHUI Ha CTpec-
coprl. Tak, Be3piBacMoe XKAK yrHereHue ymimHe-
HUS KOpHEH 1 yCUIeHMEe NX O0KOBOI'0O poCcTa y apadm-
JIOTICHICa COYETaoCh C TOBBIIICHUEM COJEpPKaHUS
OoKcua a30oTa B KJIeTKaX KOpHEeU y paCTeHUI AUKOTO
tuna [67]. B To Xe BpeMs1 3k3oreHHbIi NO ciabo
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BJIVSI HA pa3BUTHE KOPHEN >KacMOHAT-HEYYBCTBU-
TEJIbHBIX MYTAaHTOB coil. DTOT (hakKT MOXET CBUIIEC-
TEJILCTBOBATh B MOJIb3y POJIU KOMIIOHEHTOB KacMO-
HaTHOro curHanmHra n(wim) camoit ZKAK B peammiza-
K pusrosornyeckux 3¢ deKToB oKcraa a3ora [67].

Mexny cepoBomoponoM u KAK Kak ydyacTHUKa-
MU CUTHAJIBLHON TPaHCIYKLIUU, MO-BUIUMOMY, TaK-
Ke CYIIIeCTBYIOT IpSIMBIE M oOpaTHBIe CBsI3U. Tak, 00-
Hapy>XeHO yCUJIEHWE TeHepallMi CEPOBOIOPOIA Y pac-
TEHU1 apabunoricuca npu ux obpadorke 2KAK [63].
C pyroil CTOPOHBI, MOJIEKYJISIPHO-TEHETUYECKUMU
MeTOoJdaMM MOJy4YeHbl HaHHbIE, YKas3blBalollMe Ha
BO3MOXHOCTh BiausiHUsI H,S Ha akchnpeccuio reHa,
koaupyioiero 6emok COI1 [68].

Elie onyvH KI1I04eBOi O€10K XKAaCMOHATHOTO CUTHA-
JINHTA — TPaHCKPUITIMOHHBI hakTop JIN1/MYC2 — B
HacTosilIee BpeMsl pacCMaTpUBaeTCsl B KaueCTBE OIHO-
ro M3 Y3JIOBbIX B Mepedaye MHOTMX CBS3aHHBIX CO
CTPEeCCOM CUTHAJIOB B paCTUTENTbHBIX KiIeTKax [69]. Ha
OCHOBaHUM JAHHBIX, TTOJYYEHHbIX METOJAMU OUOUH-
¢dopMaTHUKU, OBIJIO BBICKA3aHO TMPEAITOJOXEeHNEe 00
yJyacTuu reHoB ceMeiicTBa M YC B TpaHCOYKIIMU CUT-
HaJIoB okcuaa asora [70]. B Hammx skcriepuMeHTax
MOKa3aHO, YTO IOHOP OKCHUJIa a30Ta HUTPOMNPYCCUL
HaTpusi UHAYLIMPOBAJ COJIEYCTOHNUNBOCTh PACTEHU M
apabuioricruca IMKOro TUMa, rMoBbliilasi akTUBHOCTD
AHTUOKCHUJIAHTHBIX (DEPMEHTOB U CMSTYast OKUCIIU-
TeJabHbIEe MOBpexaeHus [71]. B To ke BpeMs moJio-
JKUTeJdbHOE BiMsSHUE noHopa NO Ha coleycTonvu-
BOCTb MYTaHTOB jinl, ne¢eKTHBIX MO IeHy OeJiKa
JIN1/MYC2, npakTuuecKu He MNpOSIBISUIOCh, a Y
MYTaHTOB coi ] TIpOSIBISIIIOCH O4eHb ciiabo [72]. ITo-
XOXell Oblma M peakInsl apaOuIoIicuca pa3HbIX Te-
HOTUIIOB Ha JelicTBUE JOHOpa cepoBogopona NaHS.
OO0paboTKa UM pacTeHM i AMKOTO TUIIA CYILIECTBEHHO
MOBBIIIIaJIa COJIEYCTOMYNBOCTb, YBEJIMUMBAsi OTHOCH -
TeJIbHOE coiepXXaHUe BOJbI, CITIOCOOCTBYSI COXpaHe-
HUIO 1LIeJIOCTHOCTU MeMOpaH U Iyja Xxjaopoduiia, B
TO BpeMs Kak BiausHue noHopa H,S Ha pacteHus re-
HOTMUMA coil ObUIO clabbIM, a y pacTeHuit jinl oHO
BOOOI1Ie He TIPOosIBIsUIOCH [72]. IloydeHHBIE pe3ynbTa-
Thl YKa3bIBalOT HA BOBJIEUEHNE KOMIIOHEHTOB XacMO-
HATHOTO CUTHAJIMHTa B PeaJM3allvio CTpecC-TPOTeK-
TOpHOTO JelicTBUs ra3oTpaHcMutTepoB H,S 1 NO.

[Mo-Bunumomy, 2KAK MoXeT OBITh 3aAeiCTBOBA-
Ha 1 B peaau3aluuu 3¢p(heKTOB TAKOro ra30TPaHCMUT-
Tepa, Kak MoHookcup yriepona (CO). HemaBHo ObI-
JIO OKa3aHO Y4YacTHE XXaCMOHATHOI'O CUTHAJIILHOIO
MyTH B TIporecce ormocpegopaHHoro CO MHIyLIAPO-
BaHUSI CMHTE3a HMKOTMHA y pacTeHUI Tabaka Ipu
JIEeCTBUM Ha HUX BBICOKUX Temriepartyp [73]. buo-
CUHTE3 HMKOTHMHA B 3HAYUTEIBbHOI CTENEHM JIMMU-
TUPYETCS aKTUBHOCTBIO MyTpeCcUMH-N-METHUITPAHC-
depa3sbl, 06ecIIeYnBaloeiit METUJIMPOBAHUE ITyTPEC-
LIMHA, KOTOpOE€ SBJISIETCS IIEpBOM CcTagueil IyTu
CUHTe3a HUKOTHUHA. IToka3aHo, 4TO NEeiCTBHE BHICO-
KOi1 TeMIlepaTyphl Ha pacTeHMs TabaKa BEI3BIBAET 3a-
BUCHUMBII OT TeMOKCHUTeHa3kl onocuuTe3 CO, 9To, B
Ne 1
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CBOIO odepenb, MHOynupyet cuHTe3 2KAK. B pe3yirn-
TaTe 3TOr0 aKTUBUPYETCS TPAHCKPUITLIMOHHBIN (hak-
Top NtMYC2. B 06b14HbBIX ycioBUsIX NtMYC2 uHTHU-
ounpyetcsa 6ea1koM NtJAZ, HO BBI3EIBAEMOE MOHOOK-
CHUIOM yIjiepona yBeanmdeHue comepxkaHusa KAK
MOXeT croco0cTBoBaTh Aerpagauuu NtJAZ u akTtu-
Bauuu NtMYC2 [74, 75]. C npyroii CTOpOHBI, MOKa-
3aHO, uTo T1oA, BiussHueM CO ycunuBaeTcsl CBSI3bIBa-
Hue NtMYC2 ¢ mpoMOTOpoM reHa MmyTpecuuH-N-
meTtunTpaHcdepassl NtPMT1 [73]. TakuMm obpasomM,
JIBa MexaHu3Ma — cHsTtue 6eakoM NtJAZ Omokupo-
BaHUSI TpaHCKpUIILIMOHHOTO (aktopa NtMYC2 u
YCUJICHHE €TO CBS3BIBAaHMS C IIPOMOTOPOM I'€Ha ITy-
TpecunH-N-MmeTuntpancdepassl NtPMTI1 — npuBo-
JISIT K aKTUBAllMY CUHTE3a HUKOTUHA B OTBET Ha Jeii-
CTBHE TUNIEPTEPMUMN.

Kak yxke oTMmedanoch, TakxKe COOOIIAeTCS U O
BausiHUM KAK Ha akKTMBHOCTb IeéMOKCHUTE€Ha3bl U
cuHTe3 CO [49]. TakuMm obpazom, o-suarumomy, CO
MOXeT He TOJhKO MHAYIIMPOoBaTh cuHTE3 2KAK, HO 1
BBICTYIIaTh B POJIY MOCPEAHUKA MPU peain3aliuy ee
s dexToB.

B 1esoM, ecTh OCHOBaHMS MOJIATATh, YTO KAaCMO-
HATHBIN CUTHAJIMHT M OTIOEJIbHBIE €r0 KOMITOHEHTHI
MIPUHUMAIOT y9acTHe B peajiu3alluid MHOTUX (pU3no-
JIOTHIECKUX 3(PHEKTOB NPYyrX CUTHATBHBIX TTOCPE-
HUKOB U abcumzoBoil Kuciiotsl (ABK) (puc. 2).

Oco0eHHO BaXXHBIM IS TIepenadyr pa3HoobOpas-
HBIX CUTHAJIOB, ITO-BUANMOMY, SIBJIsIeTCSI OEJI0K XKac-
moHatHoro curHanmara JIN1/MYC2. Dror TpaH-
CKPUITIIMOHHBIN (paKTOP KOHTPOIUPYET IKCIIPECCUIO
T€HOB, aKTUBUpPYeMbIX He Tosbko KAK, Ho u ABK
[69, 76]. [Tokazano, uto ABK, kak n 2KAK, ycunusa-
J1a akcrpeccuio reHa AtMYC2 [77]. Taxke oOHapyKe-
HO, YTO Yy MYTaHTOB apabuaoricuca jin I ciabo mposiB-
JISUIOCh POCTUHIMOUpYIOIee NEHCTBUE 3K30I€HHOMN
ADBK [78]. C npyroii cTopoHbl, pacTeHusi-TpaHchop-
MaHTBI CO CBepxaKmpeccueit reHa AtMYC2 obnana-
JI IOBBIIIIEHHOM YyBCTBUTEIILHOCTHIO K ABK 1 ObI-
JI1 YCTOWUYMBBI K OCMOTHYECKOMY cTpeccy [79].
B pa6orte [80] mokazaHo, yTo BHeceHUe ABK B cpeny
BEIpAIlIMBaHUSI pacTeHMI apaOMUIOIICUCa IIPU COJIe-
BOM CTpPECCE CIOCOOCTBOBAJIO ITOMIEPXKAHUIO HOP-
MaJIbHOI1 OBOTHEHHOCTH Y pacTeHMIT AUKOIo TUMA, HO
He y MyTaHTOBjin 1. B ycl10BMSIX coIeBoro cTpecca boee
BBbICOKasi aKTUBHOCTD cyrnepokcuamucmyTassl (COJ),
KaTaja3bl M TBasIKOJIMEPOKCHUAA3bl HaOdodanach y
pacTeHuit guKoro Tuiia, oopadoraHHbix ABK, HO He
y MyTaHTOB jin 1. Takum ob6pa3omM, MOXKHO IIpeaIioia-
raTh y4acTHUe KJII0YeBOTO OeJiKa JKaCMOHATHOI'O CUT-
HammHara JIN1/MYC2 B ¢popMUpOBaHUM OTIEIbLHBIX
ABK-mHIyIIMpoBaHHBIX (PU3NOJIOTUIECCKUX peaK-
LU pacTeHu apadbugoncuca. EctecTBeHHO, YTO Ta-
Kasi MHTepIIpeTalysl JaHHBIX O CJ1a00ii YyBCTBUTEIIb-
HoCTU MyTaHTOB jin I K ABK He sIBIsieTcs omHO3HAY-
Hoii. DyHKIMOHaJIbHOe B3aumMmonciictBue KAK u
ABK MoxkeT BK/IIOYaTh B ce0s1 pa3IMYHbIC MEXaHM3-
MBI, 9aCTh U3 HUX o0ycioBiaeHa TeM, yTo ABK moxeT
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CTPECCOPHI,
5K30TeHHbIE BO31ENHCTBUS

NO co
N A/‘Y

H,S ABK
coIl ?
AZ — — 4' MYCs

Y

9KCHp€CCI/I$I 3alllUTHBIX TCHOB

Puc. 2. BoBieueHue KOMIIOHEHTOB XaCMOHATHOTO CHUT-
HaJIMHTA B peain3aluio GU3NoJorniecKkux (CTpecc-mpo-
TeKTOpHBIX) 3(ddekToB razorpaHncmurrepoB u ABK.
Crpeccopbl 1160 3k3oreHHoe neiicteue 2KAK, ABK wimn
JIOHOPOB CUTHAJIbHBIX MOJIEKYJI TPUBOJST K MTOBBIIIICHUIO
B KJIETKAX paCTEHU I 9HIOTEHHOTO COMEPXKAHUSI COOTBET-
ctByromux uroropmonos u/wm NO, H,S, CO. Ilpu
atoM 2KAK o061amaer CIIOCOOHOCTBIO WHIYLIMPOBATh
cunte3 NO, H,S, CO n ABK. Cuntes 2KAK MoXeT ObITh
ornocpenoBadH ABK miu razorpancmurtepamu. CUrHaibl
NO, H,S, CO u ABK Mmoryr nepenaBarbcs B TeHETUYE-
CKUIA amnmapar ¢ yyacTheM KJIIOUEBBIX OEJIKOB XXaCMOHAT-
Horo curHajarHra COI1 u MYC. I1pu aToM 6eJIKu cemeii-
crBa MYC MOTIyT BBIIOJIHSTH POJIb “Xaba” B mepeaadye Cur-
HaJIOB, MHIYLIMPYIOIINX TeHBI, 00ECITeYMBaIOIINE Pa3BUTHE
YCTOMYMBOCTHY PacTE€HUI K IEMUCTBUIO CTPECCOPOB.

ObLIThL HeoOxoauMa 1151 cuHTe3a 2KAK, a mocieaHsst
00J1alaeT cnocoOHOCThIO ycwiauBaTh cuHTe3 ABK
[81, 82].

NM3MEHEHUWE COOEPXAHWA XKAK
Y PACTEHUU ITPU JENCTBHUUN CTPECCOPOB

IloBrilieHME 3HAOreHHOTro codepxkaHus KAK y
pacTeHUil B OTBET HA IEMCTBUE CTPECCOPOB pa3Iny-
Ne 1
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HOM IPUPOABLI CBUACTEIILCTBYET O €€ BOBJICUYCHUU B
npouecchl aganrauuu. Hauboliee usydyeHHOI sIBJISI-
eTcs nHaykuus cuare3a 2KAK y pacteHuii mpu paHe-
A [83]. OOHapyXeHO TpaH3UTOPHOE YCHIIEHUE
9KCIPECCUU TE€HOB JIUITIOKCUICHA3bl, aJJICHOKCHUII-
CUHTa3bl, aJUIECHOKCUAIUKIA3bl 1 12-OD/IK -penyk-
Tazbl OPU MEXaHMYECKMX MOBPEXIECHUSIX paCTCHUIA
[84, 85]. Kak m3BecTHO, peaKlIMy pacTeHUI Ha paHe-
HUE U MeXaHN4YeCKOe pa3apakeHre UMEIOT MHOTO 00-
IIIETO C MX OTBETaMU Ha AelicTBHE (puTO(paroB 1 maTo-
T€HOB, B KOTOPBIX MpuHUMaeT ydactue 2KAK [7].

B 1o ke Bpems HakomieHa (heHOMEHOJIOTHSI TIOBBI-
meHus cogepxxaHusi 2KAK 1 B oTBeT Ha Apyrue abuo-
TUYECKME BO3IEUCTBUS: 3aCyXy, 3aCOJICHUE, CTPECCO-
BBIE TeMIIepaTyphl. Tak, HarpuMep, MokKa3aHo OBICT-
poe yBeandeHue 3HaoreHHoro coaepxaHust 2KAK B
CEerMEHTAaX JINCThEB STUMEHSI MpU NEMCTBUM HAa HUX
areHTa OCMOTHUYECKOIO cTpecca MaHHUTa [86]. ¥V
pacTeHuil apabumornicuca MpU 3acyXxe OTMedyalocCh
TpaH3UTOpPHOE yBenrmueHue cogepxxanus 2KAK [5, 8].
B mucThsax cou yBenmaeHue congepxxanmnst 2KAK Ob110
OBICTPBIM OTBETOM Ha JETHApaTalllio, IO BpeMEHU
onepexampmuMm HakorieHne ABK, yro moxker yka-
3pIBaTh Ha IIepBUYHOCTh 2KAK-curHama mo orHolie-
HMIO K curHany ABK mipu cTtpeccax, cBsI3aHHBIX C
oOe3BoxXuBaHueM |[3].

IIpu coneBoM cTpecce 0OHAPY:KEHO ITOBBIIICHUE
conepxanuss KAK y Ttomara, kaptodenst, puca n
Ipyrux BUaoB [5, 87, 88]. V stuMmeHs1 B OTBET Ha COJIeBOM
cTpecc 3aMKCHpPOBaHa aKTUBALIMS SKCIIPECCUN TeHOB
KmoueBBIX (pepMeHTOB cmHTe3a KAK: ammeHoKcmIi-
CUHTA3bI, TUNoKcureHassl, 12-OMDIK-peaykTasbl [89].
CpaBHeHUe peaKlIiy Ha COJIEBOIT CTpecc ToMaTa JUKO-
ro TUIIA U 3KaCMOHATAe(UIIMTHOIO MyTaHTa def-1 mo-
Ka3aJjlo, 4YTO y IMOCICAHETO pa3BUBAJICS 0oJiee TITyOOKMit
OKWCIIUTEIbHBII CTPECC M OTMEYAINCh MEHBIIIEE CO-
IepXaHue He(pepMeHTaTUBHBIX aHTUOKCUIAHTOB U
Hus3Kasg akTuBHOCTh CO/l, riyTaTMOHpEeIyKTa3bl U
DIyTaTUuOH-S-TpaHcdepassl [90].

VY apabugoricuca U puca OOHapy>Xe€HO IOBBIILIE-
Hue conepxaHusd 2KAK B oTBEeT Ha AeiicTBUE X0J104a,
TaKKe YCTAHOBJIEHA XOJIONOUHAYLIUPYEeMast SKCIIpec-
CUsl TEHOB KJIIOUEBBIX (hepMeHTOB cuHTe3a 2KAK —
JIMTIOKCUTEHAa3bl, aJNIEHOKCUJICUHTAa3bl U aJUIEHOK-
cunuukiaassl [91, 92]. IlokazaHo ycujieHUE CUHTE3a
KAK 'y 6aHaHOB npu AeiicTBuu xonuoaa [1, 8].

TerioBoii cTpecc Takxke MOXET WHAYLMPOBATh
cunte3 KAK. B kynbrype Kietok Aquilaria sinensis
OTMEYaJ0Ch MATUKPATHOE TPAH3UTOPHOE MOBbBIIIE-
HUe 3HIoTeHHoTo coaepxXaHus ZKAK ¢ Makcumymom
yepes 0.5—2.0 u mocae rporpesa nipu 50°C [93]. Ipu
5TOM 3apETUCTPUPOBAHO YCUJIEHUE DKCIIPECCUU Te-
HOB pepMeHTOB cuHTe3a 2KAK: 1umokcureHassl, aji-
JIEHOKCUJCUHTA3bl U aJUIEHOKCUIIMKIIA3bl, a TAKXKe
reHa, KOJMPYIOIIEro OCHOBHOM O€JIOK TpaHCAYKIIUU
curHasia 2KAK, MYC2. C npyroit cTopoHbl, y Npo-
POCTKOB puca TIpyd TEIUIOBOM CTpecce COaep>KaHue
KAK cHmxanoch [94]. V pacteHmii apabumoricuca
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MIPY IPOJOKUTEIHHOM YMEPEHHOM TEIUIOBOM CTpecC-
ce comepxaHue 2KAK moBbIlIagoch HE3HAYUTEIIBHO,
OHAKO IIPU €ro COYETAaHUU C MHTEHCUBHBIM OCBE-
IIEHEM OHO YBEJINYMBAJIOCH B HECKOJIBKO pa3 [94].
BepositHo, nsygaembie 3(p@PEeKTHI 3aBUCIT OT BUJIO-
BBIX OCOOEHHOCTEI1 0OBEKTOB, a TAKXKE CUJIBI U IIPO-
JIOJDKUTEIBHOCTH CTPECCOBOTO BO3IEICTBHUSI.

KpomMme Toro, Xopo1ro u3BeCTHO, YTO YBEJIMUCHUE
sHAoreHHoro comep:xkanus KAK B opranax pacrte-
HUU MOXKET OBITh MHAYLIMPOBAHO HE TOJBKO OCH-
CTBHEM CTPECCOPOB, HO U MHOTMMHU CUTHAJIbHBIMU
MOoCpeIHNKaMHI, a TakKe 9k3oreHHOoM 2KAK, KoTopas
BBI3bIBACT YCUJICHUE DKCIIPECCUU TEHOB KITIOUYEBBIX
¢epMEHTOB JIMIIOKCUTEHA3HOI'O KacKajga ajlIeHOK-
CUJICUHTA3bI, AJZICHOKCUALMKIIA3bl U JIMTIOKCUTEHA-
3bl [95] U yBeaMYeHUE KOJIMYECTBa 3TUX OEJIKOB B
KJeTkax [96].

BJIMSAHUE ®K30TEHHOM XKAK
N EE IMTPONU3BOJAHBIX HA YCTOMYNBOCTb
PACTEHMUM K JEMCTBHIO
CTPECC-®AKTOPOB

3a mociaegHue OBa NECATUIIETUS] HAKOIJIEeHA 00-
mupHass (PeHOMEHOJIOTUSI TTOBBIIIEHUST YCTOHYNBO-
CTH pacTeHUIl pa3HbIX TAKCOHOMMWYECKMX TIPYMIl K
JIefCTBUIO cTpecc-(haKTOPOB Pa3IMYHON MPUPOIbLI
MpU BK30reHHOM Bo3neiicTBum 2KAK.

Oo0paboTtka pacteHuii apadbugoncuca Me-2KAK
3HAYUTEJIbHO MOBbBIIIAJIa MOPO30YCTOHUYNBOCTD KaK B
COUYETaHUU C XOJIOAOBOI akKKJIMMaTu3alueil (3aka-
JIuBaHUE B TeueHUe Henenu rnpu 4°C), Tak u 6e3 Hee
[97]. B To ke Bpems nedeKTHbIE 10 JKaCMOHATHOMY
curHaJuHry (farl v coil) nnu no cunte3y KAK (lox2
U @oS) pacTeHUs OTIMYAJIMCh TTOHWXKEHHOU MOPO30-
YCTOMYMBOCTBIO. Tak:ke yYCTAaHOBJIEH KOHKPETHBIN
MEXaHM3M y4acTUsI )KACMOHATHOTO CUTHAJIMHTA B pe-
TYJISIUMA DKCIIPECCUU T€HOB, BaXKHBIX IJII MOPO30-
ycroitunBocTu. IlokazaHo, 4TO OEIKM-PEIIpPecCcophl
nepenaun curHaioB KAK JAZ yrHeramoT TpaH-
ckpunuroHHyo ¢GyHkuio ICE u curHajibHBIN ITyTh
ICE-CBF/DREBI, noa KoHTpoJieM KOTOPOI'o HaXxo-
mutces nenbiii psa 6eakoB COR (cold regulated pro-
tein), HEOOXOAMMBIX JUISl aalTalluyi K HU3KUM TeMIle-
patypam [92, 97, 98]. I1pu aToM ak30reHHast ZKAK i1m60
CUHTEe3UpyeMasi B pe3yJibTaTe XOJIOAOBOTO 3aKaluBa-
HUsSI, MHOYLMPYS Aerpajaluio 6eykoB JAZ, cHuMaer
610K ¢ curHanbsHoro Iyt ICE-CBF/DREBI, koHTpO-
JINpYIOLIEro 3Kcrpeccuro reHoB COR.

INIpeno6paborka pactenuin orypua Me-2KAK
yYMEHbIIIaja MoBpexXaaoInuii 3¢deKT HU3KOU ToJI0-
KUTEJIBHON TeMITEPATyPhl, YTO MPOSIBISLIOCH B MEHb-
IIeM TOPMOKXEHHUU POCTOBBLIX IMPOLIECCOB U CHUKE-
HUU MHTEHCUBHOCTHU OKUCIUTEIBHOTO cTpecca [99].

B nnpuxinagHbIx MCClieNOBaHMUSIX, CBI3aHHbBIX C IO~
WICKOM CHOCOOOB YMEHBIICHMS ITOBPEXICHUI TIJIO-
JIOB IpY HU3KOTEMIIEPAaTyPHOM XpaHEHUH, [IOKAa3aHO
NoBBIIIIeHNE 3K30reHHBIM Me-2KAK ycroifumBocTn
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K HM3KKM TeMIlepaTypaM ILJIOA0B Pa3jinyHbIX BUIOB
pactenuit: nykkunu [100], manro [101], ryassr [102],
cinankoro nepua, tomaroB [103], rpanara [104], ep-
cuka [105], myuimyisl [106] u opyrux. Takke u3BecT-
HO, YTO CUHTETUYECKUI aHAJIOT KACMOHATOB MPOTv-
JIPOXacMOH (n-IPOMWIAUTUAPOKACMOHAT) UCITOJb-
3yeTcs 11 00pabOTKU JPEBECHBIX PACTEHUH C 1I€JIbIO
MOBBILIECHUSI MOpo3oycToiunBocTy [107].

JlaHHBIX 0 BIUsIHUU 3K30reHHOM 2KAK Ha Teruio-
YCTOMYMBOCTD pacTeHUIT 3HAUYNTEILHO MeHbIIe. [1o-
Ka3aHO IIOBBIIIIEHWE BBDKMBAHUS M30JIMPOBAHHBIX
KOJIEOIITHJIEN IIIEHUIIBI TTocie TTporpeBa mpu 46°C
IIpU UX IIpeABapuUTeabHOiT 00paboTke 1 MKM KAK
[37]. Kak oTMedaioch BBIIIIE, Y HEKOTOPHEIX OOHEKTOB
3apEeTUCTPUPOBAHO TTOBBIIIIEHUE COMEPKAHUS DHIO-
reHHoii 2KAK B oTBeT Ha TemjioBoii ctpecc [93].

bonee n3yuyeHo BnusiHue 2KAK Ha yCTOMYMBOCTD
pacTeHUi K cTpeccy geruapartauun. Me-2KAK cmsr-
yajl JeMCTBMEe OCMOTMYECKOTO CTpecca Ha JIMCThS
KJTyOHUKM, YTO BEIPAXaJIOCh B YMEHBIIIEHNH HAKOII-
JIEHUSI TIPOAYKTOB ITEPOKCUIHOTO OKMCICHUS JIUIIN-
nos (ITOJI) [108]. O6padorka 2KAK Mononsix pacte-
HUI1 pa3HBIX BUIOB Brassica Takxke yMeHbIIlajla oopa-
3oBanue Tpoaykra ITOJI MamoHOBOTO IManbIervIa
(MJIA), cnocobcTBOBajia COXpaHEHUIO OJIU3KOIo K
HOPMAaJIbHOMY COIEpXXaHUsI BOIABI B JMCThSIX U Ha-
KOIUICHHWIO OMOMAaccChl IIpU 00E3BOXMBAHWUM, BBI3HI-
BaeMoM o06pabotkoit I[1DI-6000 [109]. AHamoruy-
HEBIE pe3yJIbTaThl ITOJIyYCHEI M C MCIIOJIb30BaHUEM MO-
JIOOBIX pacTeHWM NIIEeHWIBI, X obpadborka KAK
yMeHbllIajia HakoruieHue nmpoayktos ITOJI 1 cmoco0-
CTBOBAJIa COXPAaHEHUIO HEJIOCTHOCTH MeMOpaH IIpu
JIeJICTBMM OCMOTHYECKOro crpecca [46]. ObpaboTka
Prunus armeniaca ZKAK Taxske yMeHbI1aJIa BbI3bIBae-
Moe 3acyxoii HakomieHue M/JIA B muctesax [110]. Ipu
nevictBun Me-2KAK Ha 3THOMMpOBaHHBIE ITPOPOCT-
KM TIIIEHUWIBI IMMOBBIINAJIMCH UX ChIpas U cyxad ouo-
Macca, a Takke coaepKaHue BOIBI IIPU BbIpalllBa-
HuM Ha cpene ¢ 12% I13T-6000 [111]. IIpeamoceBHas
obpaboTka ceMsiH KyKypy3bl 2KAK crnocobcTBoBajia
HOPMAaJIbHOMY IIOTJIOIIEHMIO 3JIEMEHTOB MUHEPaJlb-
HOTO MUTAHUS B YCIOBUSIX ITOYBEHHOI 3acyxu [112].

Ok3oreHHble KAK [113, 114] u Me-KAK [115] no-
BBIIIAIN COJIEYCTOMUYMBOCTD pacTeHU apabuaorcuca
JIMKOTO TUTIA, YTO MPOSIBJISITIOCH B CMSITYUEHUU POCTHH -
rMOMpPYIOLIETO NeUCTBUS 3aCOJIEHUSI, YMEHbIIEHUU
OKHWCJIMTEILHBIX TOBPEXIACHUI U COXpaHEHUU IyJa
(OTOCUHTETUUECKUX MTUTMEHTOB B CTPECCOBBIX YCJIO-
BUSX. B TO ke BpeMsI y MyTaHTOB apabuIoIicica, ie-
(EeKTHBIX ITO )XaCMOHATHOMY CUTHaIUHTY (jin I, coil)
0a3oBasi YCTOMYMBOCTh K COJIEBOMY CTpeccy Oblia
HUXE, YeM Y paCTEHHWI TMKOT0 TUIIA, TAKXKE UX COJie-
YCTOMUYUBOCTb TIPaKTUYECKM HE M3MEHsIach I0.
BiusiHueM 3K3oreHHbIx KAK ninn Me-2KAK [114,
115]. OmnpeickmBanme pacteHmni mireHuIs 2KAK 1re-
pel OeiiCTBUEM COJIEBOTO CTpecca CHUXKaJIO HaKOII-
nenre MJIA 1 cIocoOGCTBOBAJIO COXpaHEHUIO ITyJia
dorocuHTETMYECKUX NMUIrMeHTOB [116]. O6GpaboTKa
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pacteHuit Kykypy3bl 2KAK Takke MoOBbIIIIIA UX COJie-
YCTOMYMBOCTD, YMEHBIIAS ITOCTYILIEHEe HOHOB Na*
B KJIeTKU KopHeii [117]. Dk3orennsiii Me-2KAK 110-
BBILIAT yCTOUYUBOCTh Robinia pseudoacacia K 3aco-
JIEHUIO, YTO MPOSBISIIIOCHh B COXpaHEHUU OJIM3KOTO K
HOPMaJIbLHOMY OTHOCUTEJILHOTO COAEPKaHUS BOJBI U
MeHbIlleM HakoruieHuu Tnpoaykra I[TOJI MJIA B
ctpeccoBbiX ycnoBusx [118]. OmpeickmBanue KAK
OJIMBKOBBIX JIEPEBLEB, BbIPALIMBAEMbIX Ha 3aCOJIEH-
HOIi TIOYBe, MOBBIIIANO COJAEpXKaHUE XJIopoduia,
IUTIOIIAAb JIUCThEB U cO0p ypoxas [119].

Bo MHOrmx padotrax ucciaenmoBano BiaustHue 2KAK
Ha YCTOMYMUBOCTb PACTEHUII K OEMCTBUIO TSKEJIBIX
MeTajuioB. Dk3oreHHast KAK cMmsiryana oTpuaTeb-
HOe BJIUSIHUE TOKCUYECKMX /103 MEIU Ha pacTeHUS
Cajanus cajan, 4TO BbIpaXXaJlOCh B YMEHbIIIEHUU UH-
rMOMpOBaHUSI pOocTa KOpHel u HakoruieHuss MIIA B
no6erax [120]. O6padotka Me-2KAK cHimkana ag-
(dext uHrnouposanus nonamu Cd>" pocra KopHeil y
pacTteHuit Solanum nigrum, TaKkxe B IPUCYTCTBUU K-
3oreHHoro Me-2KAK yMeHbIIaloCch BbI3bIBAEMOE
NeiCTBUEM TsIXKEJIoro MeTajijia HakorieHrue MJIA B
micTesax [121]. ITo3nTuBHOE BIMSTHIE, BhIpaKaroIe-
ecsl B CMsITYeHUM 3 deKTa OKMCIUTEILHOIO cTpecca
M coxpaHeHMU myJja xjopoduiia, Me-KAK okasbi-
BaJl M Ha TOABEPTHYThbl€ TOKCUYECKOMY NEHCTBUIO
noHos Cd*" pacrenus Capsicum frutescens [122]. I1o-
nooHble 3ddekTel KAK oTMeyanuch nmpu KaaMue-
BOM CTpecce Ha pacTeHMsIX parica [123]. Dk3oreHHast
KAK oka3zpIBajia 3alIMTHOE BJIMSIHME U HA PaCTCHUS
apabujoricuca, MOABEPTrHYTbIE TOKCUUYECKOMY Jeii-
CTBUIO CYJb(ATOB MEIU U KaAMMUSI, YTO MPOSIBIISIOCH
B CMSTYEHUM HX POCTUHTHOUpYlollero addekTa u
yMeHbIIIeHUN HakorieHuss MIA B nuctbsx [45]. O6-
padotka 2KAK pacteHuii conm yMeHbllaia MposIBICHUE
adpdekra ITOJI nmpu geiicTBUM HA HUX HUKe [ 124].

AJATITUBHBIE PEAKLIMU PACTEHUH,
MHAYUUNPYEMBIE XKAK

M3noxeHHbIEe BBIIIE CBEACHUS O MOBBIIIEHUN 9H-
noreHHoro coaepxaHusi 2KAK u pazsutum ycroitum-
BOCTH PaCTEHUI K pa3IMIHbIM a0MOTUYECKIM CTPECC-
dakTopam nox BIustHIEM 3K30reHHon 2KAK 1 ee mmpo-
WU3BOJHBIX CBUIETEILCTBYIOT O CITIOCOOHOCTU 3THUX CO-
eIUHEHWII WHIyLMPOBaTh pPa3HOOOpA3HBIE CTpPecC-
MPOTEKTOPHBIE CUCTEMBI pacTeHMid. Takue 3pdeKTh
MOTYT OBITb CBSI3aHbI C TEM, YTO MHOXKECTBEHHBIC CUT-
HaJIbHbIE MIYTU B PAaCTEHUSIX CJIOXKHO II€PEIICTeHBI,
IIpU 3TOM MOMIYJISIIUST CONEPKAHMUS OMHUX CUTHAJIb-
HBIX TTOCPEIHUKOB U (DUTOTOPMOHOB BHI3BIBAET MU3-
MEHEHMS APYTUX 3BEHbEB CUTHAIILHO-PETYJISITOPHOM
cetu. KpomMe TOro, akTUBHOCTb OJHUX U T€X XKe TpaH-
CKPUITIMOHHBIX (PaKTOPOB MOXET U3MEHSTHCS IO,
BJIMSIHUEM CUTHAJIOB, MHAYLIMPYEMBIX Pa3InIHbIMU
areHtamu. HakoHe1r, HecMOTps Ha crieu(pUIHOCTD
ajanTalyuu pacTeHMIA K OIpeAeeHHBIM cTpecc-dak-
TOpaM, BaXKHOE 3HAYCHHUE JIJISI YCTOMUYMBOCTU UMEIOT U
obmre mpoTeKTopHbIe cucTeMbl [125]. K HUM oTHO-
Ne 1
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CSITCSI aHTUOKCUIAHTHAS CUCTEMa, KOMIUIEKC CTPECCO-
BBIX OCJIKOB, HEKOTOpPbIE MOJU(PYHKIMOHAJIbHBIC HU3-
KOMOJIEKY/ISIPHBIC ITPOTEKTOpPHBIE coenuHeHus. On-
HOW U3 YHUBEPCAIIBHBIX PEAKIINI pAaCTEHUIT HA MHOTHE
KaK OMOTHYECKHE, TaK M a0MOTUYECKHUE CTPECCOBBIC
BO3IEUCTBUSI, IIPOSIBIISIONIMXCSI HAa YPOBHE 1IEJIOTO Op-
raHusMa, sIBJISIETCS 3aKpblBaHue ycThull [ 126]. B pery-
JISILIAM BCEX TePEUYMCIeHHBIX YHUBEPCAIbHBIX 3aIlUT-
HBIX peaKlIWii B TOM NI MHOM CTETIEHM 3a/IcICTBOBAHA
2KAK 1 ee mpon3BoIHEIE.

AHTHOKCHAAHTHAA cucTemMa. HapyieHus npotiec-
COB, CBSI3aHHBIX C PEIOKC-PETyJIsILueii, 1 OKUCIM-
TeJIbHbIE TTOBPEXICHMS SIBISIOTCS Haubosiee YacThI-
MU TIOCJICACTBUSIMM OEUCTBUSI Ha PACTEHMSI CTPECC-
dakTOopoB. B CBSA3M ¢ 3TUM CpeIr CTpPeCcC-TIIPOTEKTOP-
HBIX CHCTEM HauOoJjiee YHMBEPCAIbHOM CUMTAETCS
aHTnokcumaHTHas [127]. 2KacMOHATHBIN CUTHAJIMHT
SIBJISIETCSI YpE3BhIYATHO Ba>KHBIM [IJISI 3allIMTHI pacTe-
HUI TIpU MX UHGUIMPOBAHUM ITaTOTeHAMU-HEKPO-
tpodamu. I1pu 3TOM OIHA U3 COCTABIISIIONINX 3aIIIUT-
HBIX pEAKLWN, WHAYLHUPYEMBIX XACMOHAaTaMW,
aKTUBallUsl aHTUOKCUIAHTHON cuctemnl [40]. B To
Ke BpeMsI OHa BaxXHa M IJIs 3allMTHOTO OTBETa Ha
IEeCTBUE MPaKTUUECKU JIO00TO0 abMOTHUYECKOIO
cTpeccopa.

Db dekTnl yeuneHns GyHKIMOHUPOBAHUS aHTU-
OKCHIAHTHOM cucteMbl Ton BaussHueM KAK 3ape-
TUCTPUPOBAHBI Y paCTeHUII pa3HBIX BUIOB IIPU JIeii-
CTBMHU CTPECCOPOB pa3IndHOI npupoasl (Tadia. 1). B
psiae paboT 3arMKCUpOBaHaA CBSI3b MEXAY yBEJIWYE-
HUEM I10]I BJIMSIHAEM CTPECCOBBIX BO3MICIICTBUIA coaep-
Xanus sHgoreHHoi KAK 1 akTuBalueit aHTUOKCH-
JaHTHoM cuctembl [94, 131]. OngHako B OOJBIIMHCTBE
pabor BmusitHue 2KAK Ha cocTossHMe aHTMOKCHUIAHT-
HOI CUCTEMbI UCCIEA0BAIOCH ITyTeM 3K30T€HHBIX 00-
pabOTOK pPaCTUTEIbHBIX OOBEKTOB (DUTOTOPMOHOM
(ta6:m. 1). IIpu aToM ciaeayeT oOpaTuTh BHUMAaHUE Ha
OUeHb HIMPOKMWN auamna3oH KoHueHTpauuii KAK
i Me-2KAK, MHIyIUPYIOLIMX aHTUOKCUAAHTHYIO
CUCTEMY — OT NUKOMOJSIpHBIX [124] mo mmminmo-
JsipHBIX [109, 142]. MoxHo nojiarath, uto mist 2KAK
Jlaxke B BBICOKMX KOHLIEHTPAlLMSIX HE XapaKTePHbI
BBIpaXKEHHEBIE TOKCUYECKUE 3(P(EeKTHI, BLI3BIBAIOILINE
HeoOpaTUMbIE HAPYIIIEHUS ITPO-/aHTUOKCUIAHTHOTO
paBHOBeCHSI B pACTUTENbHBIX KileTKax. [Ipu aTom,
OIHAKO, KaK yxe oTMedajioch, 2KAK cnocobHa ycu-
JuBath o6pasoBaHue ADPK M MMEHHO 3TO MOXKET
OBITh IPUYMHOM aKTHUBALIMU 11O €€ BIUSIHUEM aHTU-
OKCUJIAHTHOM cucTeMbl. TaK, akTUBAaLIMK MO, BIIUSI-
HueM KAK antnokcumpmanTHBIX (pepmeHToB (CO/,
KaTajasbl M TBasIKOJMEPOKCUIA3bl) B KOJCOMTHUIISIX
MIIIEHUIBI IIPEAIIECTBOBAJIO BO BPEMEHU YCUJICHUE
reHepauun ADPK, 3aBucumoe kak ot HAJIDH-ok-
Ccuaasbl, TaK U OT BHEKJIETOUHOU Tepokcuaassl [37].
Boiee Toro, mpenronaraercsi, YTo B ONpeaeICHHBIX
ycnoBusax nHaynupoBanue 2KAK aHTHOKCMITAHTHOM
CUCTEeMBbl BKJIIOUAaeT B cebOs MpouCXosilee paHee
ycunenue [1OJI [128, 130]. Poap gpyrux mocpemHu-
KoB B akTuBauu 2KAK aHTMOKCHUIAaHTHOI CHUCTEMBI

MMPUKIIAAHAA BUOXUMUA U MUKPOBUOJIOTUA

u3yyeHa Toka ciabo. PesynbTaTbl MHTMOUTOPHOIO
aHajM3a yKa3blBalOT Ha BO3MOXHYIO OINOCpPEIOBaH-
HocTh TakuX 3 dekroB 2KAK razorpancMurrepaMu —
NO [46] u CO [49].

IIpu uccnegoBanum BugHug KAK mm Me-
KAK aHanu3upyeTrcss B OCHOBHOM aKTMBHOCTb aH-
TUOKCUIAHTHEIX (PePMEHTOB, XOTSI B MOCJIETHUE TO-
bl HAKOTIMJINCH JaHHBIE X 00 YCUJIEHNU DKCIIPECCUU
reHOB, KOJAUPYIOLIUX COOTBETCTBYIOIINE (hepMEHTHI:
CO/1, karana3sy, ackobaTnepokcuaaly, Hecremupu-
YecKylo NepoKcuaasy u psia apyrux (taoun. 1). Ipu-
YyeM B HEKOTOpPBIX ciaydasix Takue 3¢ ekt KAK u
€€ MPOU3BOMIHLIX 3a(PMKCUPOBAHKI HE TOJILKO Ha (o-
He IEUCTBUS CTPECCOPOB, HO 1 B OOBIYHBIX YCIIOBMSIX
[37, 46, 49, 116, 129, 136], yTo MOXET yKa3bIBaTh Ha
cnennGUIeCcKyo poib (PUTOrOpMOHA B aKTUBALIM aH-
THOKCHUIAHTHOM CUCTeMBbI. [IpMIMHHO-CIeICTBEHHYIO
CBsI3b MeX 1y cuHTe30M ZKAK M akTuBaLmMeil aKcIpec-
CHH T€HOB aHTMOKCHUIAHTHBIX (DEPMEHTOB YIAJIOCh IO~
Ka3aTh U MOJICKYJISIPHO-TEHETUYECKUMMN METOIAMM:
MpU JCUCTBUM Ha pacTeHusl apabuaoricuca IUKOTro
THUIIA BEICOKUX TEMIIEPATYP U N30BITOYHOIO OCBEIIIE-
HUSI OTMEYAJIOCh IToBbIIeHNEe comepxkaHusa 2KAK u
OIHOBPEMEHHOE YCUJICHUE KCIPECCUU ABYX T€HOB,
KOIUpylomux (GopMbl LIUTO30JbHOI acKopbariie-
pokcuaa3sl — APX1u APX2[94]. Ilpu aToM y MyTaH-
ToB 1o cuHTe3dy KAK (pacteHuii aos, neeKTHBIX 11O
ITeHY aJUICHOKCUICUHTA3bl) Takoro 3dekra He Ha-
0JII0AaJIOCh.

IMonydensl cBeneHns u 00 MHOynuposanun 2KAK
HAKOIUICHUSI HU3KOMOJICKYJISIPHBIX aHTUOKCUIAH-
TOB Y paCTeHUI1, KaK B OOBIYHBIX, TAK U B CTPECCOBBIX
yciaoBusx. Tak, yCTaHOBJICHO, YTO TPAaHCKPUIIIIMOH-
Hbiii pakTop JIN1/MYC2 yyacTByeT B peryisiliuu
DKCIPECCUU T€HOB (PepMEHTOB, 0O0ECIICUYMBAIOIINX
CUHTe3 ackopbara m uucremHa [143]. Kpome Toro,
6enok JIN1/MYC2, neiicTBysl KakK MOJOXUTEIbHbII
peryisaTop akcnpeccur reHoB MYB75/PAP1 u EGL3,
NpUHUMAET yJacThe B cuHTe3e (paBoHOMOOB [144],
KOTOpPBIE OTJIMYAIOTCSI BBICOKOW aHTMOKCUIAAHTHOM
aKTUBHOCTBIO M MOTIYT BHOCHUTH CYII€CTBEHHBII
BKJIaJl B YCTOMUYMBOCTb PACTEHU K €M CTBUIO CTpEC-
copos [127, 145, 146]. I1pu coneBoM cTpecce obpa-
o6otrka XKAK pacreHmii apabumoricuca IMKOTO THUIIA
CIIOCOOCTBOBAJIA MOAAEPKAHUIO BEICOKOTO COMepKa-
HUSI aHTOLIMAHOB M 0eCLBETHBIX (DJIaBOHOUIOB (I10-
miomarmiux B obiaactu Y®-B) [114]. B To ke Bpems
Y MyTaHTOB jinl cogepxaHue (pJIaBOHOUIHBIX CO-
ennHeHu# mpu oopadorke KAK moutu He U3MeHsI-
JIOCh, a B CTPECCOBBIX YCJIOBUSIX 3HAYUTEIBHO
yMeHbIIajaoch. [Ipn HU3KOTeMIIEpaTypHOM XpaHe-
HU1 o0paboTrka Me-2KAK 11onoB ryaBbl HOBbIIIANA
aKTUBHOCTH KJIIOUEBOTO (pepMEeHTa CMHTE3a BTOPUY-
HBIX MeTa0OJMTOB (peHMIaJaHMHAMMOHMIINA3E U
yBeJIMYMBaJia oOllee coaepxkaHue (peHOJbHBIX CO-
enuHeHwuii [102].

KAK, mo-BuauMomy, BaxKHa IJ1sI MHOTUX 3BEHbEB
BTOPUYHOIO MeTaboym3Ma. Tak, mokasaHa ee posib B
Ne 1
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Tab6muna 1. BiussHue 2KAK 1 ee mpon3BOIHBIX HA COCTOSTHUE aHTUOKCUIAHTHOW CUCTEMbI paCTEHUIA
OOBeKT JleiicTBre xkacMOHaTa XapakTep BAMAHUS HA KOMIOHEHTEI Uctounuk

AHTUOKCUIAHTHOM CUCTEMBI

Triticum aestivum,

IToBriienne aktuBHoctu COJl, KaTanassl,
ackopOaTIepoKCUIAa3bl U TBAIKOJIIIEPOKCH -

Ok3oreHHas KAK, 10 MxM . [37]
KOJICONTUIIN N1a3bl B OOBIYHBIX YCIOBUSIX U TIOCE AeHCTBUS
TETJIOBOTO CTpecca
Dxk3oreHHas KAK, IToBrimenne aktuBHOCTH COJI B OOBIYHBIX [128]
1 wu 2.5 MM yCIOBUSIX U Tipu aevicteuu Y ®-B
. IMosemmenue aktuBHOCTH CO/I, KaTanas3sl
Dk3oreHHbIl Me-2KAK, A,
0.25 MxM ackopOaTIIepOKCUIA3bI U ITIePOKCHU3aaEl B [129]
’ OOBIYHBIX YCIIOBUSX M HA (DOHE 3aCyXU
IToBbIIIEeHNE KOJUYECTBA TPAHCKPUIITOB 1
Triticum aestivum,
aktuBHocTH CO/I, KaTajasbl U TBasIKOJIIIEPOK-
JIACTBSL Ox3orenHast KAK, 2 MM A, P [116]
cuiasbl B OOBIYHBIX YCIIOBUSIX U Ha (DOHE coJie-
BOTO cTpecca
[ToBbIlLIEHWE AKTUBHOCTU aCKOPOATIEPOKCH -
Ia3bl, IIYTaTUOHPEIYKTa3hl, 1eruapoackopoar-
Dk3orenHas XKAK, 2 MM peayKTa3bl U MOHOAETUAPOACKOPOAT-peayK- [46]
Ta3kl, comepxkanus ackopbata 1 GSH B 06b14-
HBIX YCJIOBUSIX 1 TIPM OCMOTHYECKOM CTpecce
. . INoBeimieHue aktusHoctu CO/I, KaTanasbl U
Arachis hypogaea, Bk3oreHHbIl Me-2KAK, A,
TMIEPOKCUIA3bI, MOSIBJIEHNE ABYX HOBBIX MOJIEKY-| [ 130]
JIUCThSI U KOPHU 25-250 MmxM
JISIpHBIX (hOpM MepoKcUaasbl
VBenndyeHue coaepKaHus
sHnoreHHoi 2KAK 1ipu coue- | YcumiaeHue 3KCIIpeccuy TeHOB acCKOOaTIepoK-
TaHHOM AeiicTBUM runeptep- | cuaasbl APX1, APX2y pactenuii Col-0 u otcyT- | [94]
MUH U U30BITOYHOTO ctBUe 3P deKTa y MyTaHTOB aos
Arabidopsis thaliana, OCBEILCHUS
JINCTBS
IToBeimenne aktuBHocT COJI, 1 rBasikosmne-
Oxk3orennble 2ZKAK (0.1 MkM) | poKcumassl IpH COJIEBOM CTPECCE Y pacTeHUIA (113, 115]
i Me-2KAK (50 MxM) Col-0 u orcyrcTBHe 3DDEKTOB y MYTAHTOB jin I ’
" coil
3aBucumoe ot 2KAK ycuiieHue skcnpeccnu
. VYBenuueHue conepkaHus TeHOB acKOpOaTnepoOKCUAa3bl, IETUIPOACKOP-
Agropyron cristatum, N
TS sHnoreHHoi 2KAK B orBeT OaTpenyKTa3bl U MOHOAETMApoackopoaTpenyk- | [131]
Ha 00e3BOXMBaHUE Ta3bl, MOBBIIIICHNE COEep>KaHUs acKkopbaTa 1
GSH npu ocMOTHYECKOM CTpecce
Solanum tuberosum [ToBbIllIEHWE AKTUBHOCTH TTEPOKCUIA3bI, CHU-
: KAK (0.1 MKkM) p ’ [132]
JIUCThSI JKeHUE aKTUBHOCTH KaTaJia3bl
[TosbiieHne akTuBHocTu COJ, Karanasbl, rBa-
SIKOJIIEPOKCHUAA3EI, IIIyTaTUOH-S-TpaHche-
. a3bl, aCKOpOaTIEepOKCUIa3bl
Glycine max, TACThsI KAK (1 nM) Pastl, p P ’ [124]
JIeTUIpoacKopOaTpeayKTasbl, IyTaTuopeaak-
Ta3kl, comepxkanust ackopbata 1 GSH B 0ObI4-
HBIX YCJIOBUSIX U TIPU IEHCTBUM HUKES
TToBeienne aktuBHoct COJI 1 KaTanassl,
Glycine max, KOpHU KAK (20 MxM) coliepKaHusl ackopbara B OOBIYHBIX YCIOBUSX | [49]

W TIPU ICCTBUU KaIMUS

ITPUKIIAAHAA BUOXUMUA U MUKPOBHUOJIOT'UA
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Taommna 1. OkoHYaHUe

KOJIYITAEB, ACTPEbB

OOBeKT JleiicTBHE XXacMOHaTa

XapaKTep BJIMAHMWA HAa KOMITIOHCHTBI
AHTUOKCUIAHTHOM CUCTEMBI

Uctounuk

Glycine max, TUCThSI KAK (1 HM)

IToBbIIIEHNE IKCITPECCUN TEHOB U aKTUBHOCTHU
CO/l, xaTtana3pl, HecneU(MUIECKOI IIEPOKCHU-
na3bl, acCKOpOATIIEePOKCUIA3bl U COMEPXKAHMS
ackopbaTa npu neiiCTBUU HUKES

[133]

Vicia faba, nuctbst KAK (1 MmxM)

[TosbiieHune aktuBHocT COJl, KaTanassl,
acKkopOaTnepoKCcuaasbl, NyTaTUOHPEAYKTA3bl
MpU IeHCTBUU KaaMUSI

[134]

Zea mays, TACTbs XKAK (10 HM — 1 MxM)

IMoBwimenue akruBHoctn CO/I, KaTanasbl, rBa-
SIKOJITIEPOKCUIa3bl, aCKOPOATIIEPOKCHIA3HI,
IIYyTaTUOHPEAYKTa3bl B OOBIYHBIX YCIOBUSIX

W IIpY ACHCTBUY HUKEJISI

[135]

Zea mays, KaJUTyCbl Me-2KAK (3.3 unm 10 MxM)

YcueHue cuHTe3a aHTOLIMAHOB

[136]

Capsicum frutescens,

Me-XKAK (0.1 MkM)
JIUCTbhSA

[TosbiieHue aktuBHoct COJl, KaTanassl,
ackopOaTepoKcuaasbl Npu ACHCTBUY KaaMUst

[137]

Brassica (pazin4HbIe

KAK (0.5—1 MmM)
BUJIbI), TUCThSI

IToBbIIIeHNE aKTUBHOCTU aCKOPOATIIEPOKCU -
JTa3bl, MOHOJETHIPOACKOPOATPEAYKTa3hl,
IIeTUIPpoacKopOaTpeayKTas3bl, TIIyTaTUOHPEAYK-
Ta3kl, comepxkanus ackopbara u GSH npu
3acyxe

[109]

Me-XKAK (1 MkM)

YcuneHune 3KCIpeccuy TeHOB U MOBBILLIEHUE
aktuBHocTu CO/I, ackopOaTIiepoKCcrIas3bl,
Karaiasbl, IIyTaTUOHPEIYKTAa3bl, CONEPXKAHUS
ackopOata 1 GSH npu meiicTBUM MBIIIbSIKA

[138]

Brassica napus nuctbst

KAK (1 HM)

[ToBbIlIeHUE COEeP>KAaHUST aHTOILIMAHOB, Kapo-
TUHOMUJIOB,l-TOKO(peposa U aCKOPOUMHOBOM
KMCJIOTHI B OOBIYHBIX YCJIOBUSIX U TIPU ACHCTBUU
COJIEBOT'O cTpecca

[139]

Brassica juncea, nuctbsi | KKAK (0.1 MkM)

[MoBwimenue akrusHocty CO/1, karaiassl,
TMEPOKCUIA3bl, IyTaTUOH-S-TpaHchepasbl,
conepxxanust ackopbara, GSH, Tokodepoina,
U (eHOJIbHBIX COJIEANHEHWI NTPU AEUCTBUN
TOKCUKaHTa UMUIOKJIANIpUIa

[140]

Lemna valdiviana,

KAK (50—500 MkM)
JIUCThA

IToBrimenne aktuBHoct COJI, KaTanassl,
HecnenndUIecKoil MepoOKCUIa3bl, IYyTaTUOH-
MEPOKCUI3HI U TIIyTATUOHPEAYKTA3bI IIPU ACii-
CTBUM MBILIbSIKA

[141]

Hibiscus sabdariffa,

KAK (1 MM)
JIUCThA

TToBhIlIEHHME aKTUBHOCTU acKOpOATIIEPOKCH-
J1a3bl, COIEPKAHUSI AHTOLIMAHOB U (hJIABOHOM -
JIOB MIPU COJIEBOM CTpecce

[142]

VHOYIUPYEeMOM TUIEePTEPMUEl CUHTE3e CECKBUTEP-
NEHOB y pacTeHuit Aquilaria sinensis. TennoBoii IIOK
Yy 3TUX paCTEHUI MPUBOAUI K PE3KOMY YCUIICHUIO
SKCIIPECCUU TEHOB JIMIOKCHUTEHA3bl, AJUICHOKCU/I-
cuHTa3bl, 6e1ka MYC2 1 yBenMUYSHUIO CONIEPKaHMS
KAK, mocie 4ero orMedaaoch HaKOIJIEHNE CECKBH-
teprieHoB [93]. I1pu aToM nHrn6uTOp cuHTe3a 2KAK

MMPUKIIAAHAA BUOXUMUA U MUKPOBUOJIOTUA

NDGA (nordihydroguaiaretic acid) momaBiisiit HHIY-
LIMPOBAHHbBIA BBICOKOM TEMIIEPATYPOU CUHTE3 CECK-
BUTEPIICHOB.

MyabTH(YHKIMOHAJIBHBIE  HU3KOMOJIEKYJ/ISIPHbIE
coemuHenust. OgHUM U3 Hanbosiee MHOTO(MDYHKIINO-
HaJILHBIX CTPECCOBBIX IIPOIYKTOB IIEPBUYHOTO METa-
OoJiM3Ma pacTeHMM gBisgeTcs IIpoianH. B HacTosiee
Ne 1
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BpEMSI CIUTAETCSI, YTO IIOMUMO U3BECTHOM (DYHKIINI
COBMECTUMOTO OCMOJINUTA, OH BBITIOJTHSICT aHTUOKCH -
naHTHble dyHKuuu [147]. Takke NposnMH paccMar-
puBaeTCsd KaK HU3KOMOJICKYJISIPHBIN IIaepoH, KO-
TOPBIIA MOXET y4acTBOBaTh B IMOMJIEPKAHUM HATUB-
HOI CTpyKTYypbl (epmeHTOB [148]. B nucthsx cou
[149] un romax 6anana [150] comepkaHue IpoJIMHA
BO3pacTaJio 1oJ IeicTBrueM 3K30oreHHoro Me-2KAK.
I1pu aTOM ObLIA YCTAaHOBJIEHA MOJOXUTEIbHAS CBS3b
MeXIy YpoBHEM aKcripeccuu reHa M YC2 n HaKoTLIe-
HUEM MpOoJiMHA. YCUJIeHMEe HAKOIUJICHUs IpOJIMHA
MpU MOYBEHHOM 3acyxe nof BausinHueM Me-2KAK 3a-
PETUCTPUPOBAHO Y pacTeHWil KyKypy3el [112]. ¥V
nmeHubl 2KAK ycunBana HakoIUIeHUEe TIPOJIHA B
JIMCTBSIX IPU CTPECCOBOM BozneicTBumn YP-B [128].

YV 6000B 00HApPY:KEHO MOBBIIICHNE COIECPKaHUS
nposrHa 1npu oopadorke 2KAK B ycioBusix cTpecca,
BBI3EIBAEMOI0 TOKCUYECKMM JICUCTBUEM KaaMUS
[134]. B muctesax Hibiscus sabdariffa moka3aHo ycuiie-
HUE CUHTE3a TPOJIMHA TOJ BIAUSHUEM 3K30T€HHOM
KAK B ycinoBusix cojieBoro crpecca [142].

Oo6paborka Me-2KAK B oTcyrcTBHME IEMCTBUS
CTPECCOPOB He OKa3bIBaJla CYIIECTBEHHOTO BIMSIHUS
Ha coliepxKaHue TPOJIMHA B JIMCThAX apabuaorcuca
nukoro tumna (Col-0) 1 MyTaHTOB I10 XKaCMOHATHOMY
CUTHaJIUHTY jin I v coil. Tlociie coneBoro crpecca OHO
YBEJIMYUBAJIOCh Y PacTeHUIl BCeX TpeX T'€HOTUIIOB,
OIHAKO TpeaBapuTedabHOe Bo3aeiicTBue Me-2KAK
BBI3BIBAJIO JOTMOJHUTEIbHOE ITOBBILICHUE KOJIUYe-
CTBa IMPOJKHA TOJbKO y pacTeHul nukoro tumna [ 115].
Crenyet TakXe OTMETUTh, UTO HAa pACTEHUSIX KYKYpY-
3bl MoKa3aHa poyib 2KAK Kak MO3UTUBHOIO perys-
Topa cuHTe3a ADBK, kKotopas Takke WHIYLAPYET
cuHTe3 IposimHa [151]. B ¢BSI3M ¢ 3TMM He MCKITIoUe-
HO, 4uTO nHayuupoBaHue 2KAK HakoruieHUsT poJin-
Ha, 110 KpaliHeil Mepe, 0OTYacTH, MOXET ObITh OIOCpe-
nmoBaHo ABK.

C Ipyroit CTOpoHBI, UMEIOTCSI CBEACHUS 1 O CHU-
KEHUU COJIepKaHMsI IIPOJIMHA Y PACTEHUI IO BIIMSI-
aneM KAK. Tak, y pacrenanii pona Brassica oopadoT-
ka ZKAK yMmeHbIIajla UHAYUMPYEMbIA 3acyXoil a¢-
¢dexT moBHIIeHUS conaepXaHus mponauHa [109]. He
NCKITIOYEeHO, 9TO oTneabHbIe 3PdekTsl ZKAK Moryr
MMETb BUAOBYIO cielUPUIHOCTh. Takke BEpOsITHO,
4TO B OIIpeieicHHBIX yelioBusax 2KAK mHayLupyet He
HaKOIUICHME MpPOJMHA, a APYTUe IMPOTEKTOPHBIE CH-
CTEeMBI.

B 1iesioM Xe, ecTh OCHOBaHMSI TI0JIaraTh, YTO Kac-
MOHATHBIN CUTHAJIBHBINA MyTh MIPUHUMAET yYacTUE B
PeryasaiLmu CoaepKaHus MpoJIMHA IPU CTpeccax, CBs-
3aHHBIX ¢ geruaparauueil. Hapsany ¢ mpoarHoM mon
pmustHueM 2KAK 1 ee TiporM3BOIHBIX Y PACTEHUIA MOTYT
HakaIruiMBaTbCsd apoMaTU4YCCKME aMHWHOKUCIOTBI U
AMUHOKVCIIOTEI C Pa3BETBJIIEHHOM 1IeNbl0, KOTOpHIE
TaKXKe OTHOCHT K 3allIMTHBIM MeTaboauTtam [152].

TToMMO aMUHOKUCIIOT BaXKHBIMU MOJIU(PYHKIIM-
OHAJILHBIMU TIPOTEKTOPAMM PACTUTEIBHBIX KIIETOK
CYMTAIOTCS caxapa. VX HaKOIUIeHUE 3aperucTpupo-

ITPUKIIAAHAA BUOXUMUA U MUKPOBHUOJIOT'UA

BaHO B OTBET Ha ACMCTBHUE CTPECCOPOB Pa3IUIHOM
npuponsl Ha pacteHus [ 153—155]. OmHoi 13 BaxKHBIX
¢GyHKIIUA pacTBOPUMBIX YIJEBOAOB, HaKarliMBae-
MBIX IIPU CTpeccax, SBIISIETCS MX aHTUIeHaTypal-
OHHOE AeiCTBUE Ha OEJIKOBO-JIUITMIHBIE KOMITOHEH-
Thl KJIETOK, KOTOPbIC€ MCHBITHIBAIOT AETHUApATALINIO
WIN BJIMSIHUE IPYTUX allbTepUPYIOIIUX (PaKTOpOB.
IToxazaHo, B YaCTHOCTH, YTO caxapo3a MOXKET 3aMe-
HSITBh BOAY B CTPYKType POocHOIUITMIOB ITPU CTPECCO-
BBIX BO3ACHUCTBUSIX, KOTOPbIE BBI3bIBAIOT 00E3BOXM-
BaHUe KJeTOoK [156]. JlIocTaTOYHO JaBHO U3BECTHO,
YTO caxapam IIPUCYIIYA WM aHTMOKCUIAHTHBIC CBOM-
CTBa, OOYCJIOBJIEHHBIE CIIOCOOHOCTBIO CBSI3bIBATh
cBOOOnMHBIE panuKaibl [157]. Tak, B pacTeHUsIX apa-
oumoricuca, o0paboTaHHBIX TJIIOKO30ii, HaKaIUIMBa-
JIOCh MEHBIIIe CUHIJIETHOTO KMCJI0POJa U IMEPOKCHUIa
Bogopona [158].

K perynsiuu conepkaHus caxapoB IIPU cTpeccax
KAK MOXeT UMETh eClTU He TIPSIMOE, TO, IO KpaitHe
Mepe, KOCBEHHOe oTHollleHue. Hanpumep, nmokasza-
HO, 4YTO MO/ BIMSIHUEM COJIEBOTO CTpecca MPOUCXO-
VIO HE3HAYMTEJIbHOE YMEHBIIEHUE COIepKaHUSI
caxapoB B JIMCThSIX pacTeHUI apabuaoricuca AMKOro
TUIIA U 00Jiee 3aMETHOE €ro CHUXEHUE Y NePEKTHbIX
110 )XaCMOHATHOMY CUTHAJIMHTY MYTaHTOB jinl. B T0o
Ke BpeMs y pacTeHUI JUKOTO TUIa, 00padoTaHHBIX
KAK, 1mioclie coaeBoro crpecca cogepXaHue caxapoB
HE TOJIbKO HE YMEHbIIIAJI0Ch, HO U CYIIIECTBEHHO BO3-
pactayio [114]. O6pabotka KAK pacrenuii jin I mo-
nobHoro 3¢ dekTa He Bbi3biBaja. [loBbillieHHE CO-
JIep>KaHUsI caxapoB TIPU COJIEBOM CTpecce IMOJ, BIusI-
HueMm KAK 3adpukcrpoBaHO U y pacTeHU THOMCKYca
[142]. MeTtogamMu TIpOTEOMMKHU OBIJIO MOKa3aHO, YTO
cpeny OeJIKOB, KOJUYECTBO KOTOPBIX MpPHU eNCTBUU
KAK 3aMeTHO M3MEHSJIOCh — (DEPMEHTHI YIIeBOI-
Horo oomeHa [159]. CBeneHUsI O TOJIOKUTEIBHOM
piusHun KAK Ha HakoruieHue yrieBomnos [1, 5] co-
[JIACYIOTCS C TAaHHBIMU O €€ CITIOCOOHOCTH MOAIePXKU -
BaTh (POTOCMHTETUUYECKYIO aKTUBHOCTb PAcTEHUU B
cTpeccoBbix yeiaoBusx [88]. C apyroii CTOpPOHBI, B psI-
ne ucciaenoBaHuit non BaussHueM 2KAK B cTpecCoBBIX
YCJIOBUSIX 3a(pUKCUPOBAHO YMEHbIIIEHNE COEPKAHUS
MeTabO0JIMTOB, CBSI3aHHbBIX C AKTUBHBIM POCTOM, B TOM
YUCJIe caxapoB, HO yBeIWUYEeHUE KojmdecTBa ocdo-
PWIMPOBAHHBIX T€KCO3, OTBETCTBEHHBIX 3a TOAaBJe-
HIUe pocTta n (potocmHTe3a [152]. Bo3aMoxxHO, BIUsTHAE
KAK 1 ee mpou3BOIHBIX Ha HAKOTLJIEHWE PacTBOPU-
MBIX YTJIEBOJIOB MOXKET OBITh pa3JINYHBIM B 3aBUCH-
MOCTHU OT CUJIbI CTPECCOBOTO BO3JICHUCTBUS.

3amuTHbie 0eaKM U nenTuabl. [1okazaHo ydyacTue
KAK B mHaynmpoBaHMM CHHTE3a HECTUAPUHOB —
LEA (late embryogenesis abundant) 6eJKOB I'pyIIIIbI
2, BaXXHBIX JIJISI afaIlTalliy pacTeHUI K 00e3BOXIBa-
HUIO. YcTaHOBJIeHa crnocooHocTh Me-2KAK mHmy-
LIIPOBaTh TPAHCKPUMNIIMOHHYIO aKTUBHOCTL TADHN
reHa JIeruaprHa 1 HaKOIJICHUEe OCJIKOB IeTUIPUHOB
¢ MoJI. Maccoii 28 u 55 k/la B IpopoCTKaxX NIIEHUIII
B OOBIYHBIX YCJIOBUSIX U MOIOJHMUTEILHO YBEIUYM-
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BaTh MX COIepXaHWe MPU OCMOTHYECKOM CTpecce,
BBI3BIBAEMOM MaHHUTOM [ 160].

Kak y>xe ormeuanoch, moa KOHTPOJIeM KacCMOHaT-
HOTO CUTHAJIMHIA Y PACTeHUI pa3HbIX BUIOB TaKXe
HaxonuTcsl akcrpeccusi TeHoB COR, KOAMPYIOIINUX
0oco0y1o Tpymiy OeJIKOB, BaXKHBIX ISl afalTaluu K
HU3KUM TemIiepatypam [97, 161].

Coob61aeTcs 1 00 ycuiaeHuu 1o BausiHueM 2KAK
CHHTEe3a paCTCHUSIMU GEJIKOB-THOHEWHOB, CBSI3bIBa-
IOIIUX TsoKesble MeTayuibl. [lokazaHo ycuaeHue Ke-
npeccuy reHa MetajuioTuoHenHa tuna-2 (KoMT2) B
JIMCTHSIX TIPOpOCTKOB Kandelia obovata, mogBepruy-
TBIX CTpeccoBoMy BozzaeiicTBuio Cd*", mpu o6paboT-
ke Me-2KAK [162].

ZKAK u perysisinys COCTOSSHMSI YCTbMYHOTO anmnapa-
Ta pacTeHmil. 3aKpbiBaHUE YCTbMII, BbI3bIBAEMOE
JKacMOHaTaMU, CUMTAETCSl OMHOM M3 BaXKHbBIX 3aLLIUT-
HBIX peaklluii, HalpaBJICHHbIX HAa MpPeaOoTBpallleHUE
MMPOHUKHOBEHUSI IATOTEHOB Uepe3 TUCThb [163]. On-
Hako B Hactosiiee BpeMs 3ToT addekT KAK n ee
MMPOU3BOIHBIX pACCMATPUBAIOT U KaK MEXaHU3M, TTO-
BBHILIAIOIINM YCTOMYMBOCTh PacTeHMM K abmoTuye-
CKUM cTpecc-GhaKkTopaM, B MEPBYIO OYEPEb K 3acyXe
[48]. OH Takke MOXET OBITh BaXKEH JJISI COJIEYCTOMYM -
BOCTU U PE3UCTEHTHOCTH K AEHCTBUIO TSIXKEJBIX META-
JIOB, TIOCKOJIbKY YMEHbIIIEHWE TPaHCTIMpalluu CHUXKa-
€T TMTOCTYIJIEH!E B pacTeHWE TOKCUMYHBIX MOHOB [159].

Ha cocrossame ycrenn BiaustioT Kak 2KAK, tak n
JIpyrue NMpoOayKThl JUIMOKCUTEHA3HOro Kackaga [48,
163]. I1oka3zano, uto 2KAK MoXeT peryJmpoBaTh CO-
CTOSTHME YCTBHUI 3aBUCHMMBIM 1 HE3aBUCHUMBIM OT
ABK cnocobamu [164]. B tepsom ciygae ABK BbI-
cTymnaeT B poyu nocpenHuka addekra KAK. Ycra-
HoBJIeHO, 4TO 2KAK, Kak 1 ABK, MoxXeT akTuBUpO-
BaTh MEIJICHHbIE aHMOHHBbIE KaHaJIbl S-TUIIa, obec-
ICYMBAIOIINE BbIXOJ MOHOB U3 3aMbIKAIOIINX KJIETOK
¥ YMEHBIIIEHHE X Typropa [48].

B 1menom, s3KcriepuMeHTalbHbIE JaHHBIE OO0
YCTBUYHBIX peakuusx, nHayuupyeMbix 2KAK n Me-
KAK, 1oBOJITLHO MHOTOYMCIICHHBI, XOTSI ¥ TIPOTHUBO-
peuuBbl. HanmpumMep, mokasaHo, UTO 3TU COEAUHEHUS
BBI3BIBAJIM 3aKphIBaHUE YCTBUI] TOJIbKO B KOHIICH-
Tpanmgx Beime 20 MKkM [27]. IIpn oO6paboTKe >ITH-
nepmuca KAK u Me-2KAK B MeHBIINX KOHLIEHTpA-
LUSIX TaKOM 3(ppeKT He TIPOSIBIISIICS ; O0Jiee TOTo, 00-
HapyXeHO WHTMOMpPOBAaHUE 3TUMM COSOIUHECHUSIMU
3aKpbIBaHUs YCThbUII, Bbi3biBaecMoro AbK. B HekoTo-
PBIX paboTax 3aperuCTPUPOBAHO YBEIMYEHUE YCThIY-
HoMt anteptyphl oz, BaustHueM Me-2KAK [48]. C opy-
rOif CTOPOHBI, yCTaHOBJIEHO, 4To 12-OD/JIK (ripemie-
ctBeHHUK 2KAK) 6oJiee achpekTMBHO MHAYLIMPOBasa
3aKpbIBaHUE YCTHUII Y apaOuaoIcuca 1o CpaBHEHUIO
¢ Me-2XKAK [2].

Kak ormevanoces, B peuenuuv M TPaHCAYKLWAUN
curHanoB 2KAK ki1roueByIo pojib UTpatoT TeHbl JAR,
COI1n MYC2. B 10O ke BpeMsI UX 3HaYeHUE B PETYIIsI-
UM YCTBUYHOTO amIiapara M3y4eHO HEAOCTaTOYHO.
IToka3zaHo, YTO y MyTaHTHOM JJMHHUU apadumgoIricruca

MMPUKIIAAHAA BUOXUMUA U MUKPOBUOJIOTUA

Jjarl-1ycTbpuna ObUIA HEYYBCTBUTEIBLHEI K 00pabOTKe

Me-2KAK, Ho 3akpbiBajiuch Iofd BiausHueM ABK,
XOTSI U B MEHBIIIEIl CTEIIEH!, YeM Y PACTCHUIT TUKOIO
tuna Col-0 [165]. ¥ MyTaHTOB coil CylleCTBEHHBIX
W3MEHEHUI COCTOSIHUS YCThUII IIpU 00paboTke Me-
KAK He nnpoucxonuio [27].

B Hamux ncciienoBaHUsIX, BBITIOJHEHHBIX HA JIU-
CThSIX pacTeHUi apabuaorcuca pa3HbIX TeHOTUIIOB,
noxkasaHo, yto 1of aevictBueM Me-2KAK B KoHIIeH-
tpauusax 50—200 MxM BeJIMUMHA YCTbUYHOM aepTy-
pel y pactenuii nukoro tumna (Col-0) cyimecTBeHHO
yMeHbIIIajachk. Y MyTaHTOB jin I u jarl ipyu oOpaboTKe
Me-2KAK B pa3iu4HbIX KOHIIEHTpaAIUSIX MOKa3aTe-
JIN, XapaKTepu3yrlliue YCTbUYHYI0 aKTUBHOCTb, MO~
YTU HE U3MEHSIJIUCh, XOTS1 y TeHOTUIAa coil oTMeva-
Jlach TEHAEHIUSI K HEKOTOPOMY YMEHBIIIEHUIO BEJIU-
YMHBI YCTHBUYHON e [166].

Bmstnne 2KAK Ha cocTossHue yCTBUYHOTIO aIliapa-
Ta peaIM3yeTcsl C yYaCTUEM OCHOBHBIX KJIETOUHbIX CUT-
HaJIbHBIX TTocpenHUKOB [48]. Tak, nocTaTouyHO AaBHO
YCTaHOBJICHO YYacTHe Pa3IMYHbIX MYJOB KaJIbLUSI B
nposieiieHun 3¢ dekTa 3aKpbIBaHUS YCTbULL y pacTe-
HUI apabuporicuca IMpu IeUCTBUU METWJDKaCMOHaTa
[38]. biokaTtopbl KalbIIMEBBIX KaHAJIOB PYTEHUEBBIM
KPacHbIi U XJIOpUI JIJaHTaHA MOJTHOCTbIO CHUMAJIU Bbl-
3bIBaEMO€ 00pabOTKOI (DMTOrOPMOHOM 3aKpbIBAHUE
yCThUII. DTOT 3¢ PEeKT METUKACMOHATA IIOJIHOCTHIO
YCTpaHsUICS U TIpU 00pabOTKe MUIepPMUCa aHTATOHU -
CTOM KaJlbMOAyJIMHA TpudTopriepasuHoM. B To ke
BpeMsi 00paboTKa XeJaTOPOM BHEKJIETOYHOTO Kajlb-
nns DI'TA muies yacTHIHO cHUMasIa 3PdeKT 3aKphI-
BaHUS YCThUII, BbI3biBaeMblit Me-2KAK.

Hapsnay ¢ kanbuueM, mocpelHUKaAMU B peajin3a-
uu 3¢pdexkToB kacMoHaTa MOryT ObITh ADPK 1 ok-
cua azota. OOHapyXeHO IMOBBIIIEHUE COAEePXKaHUS
NO u nnepoxcuga Bogopoaa B 3aMbIKAIOIINX KJIeTKaX
y pactenuii Arabidopsis thaliana n Vicia faba nipu 06-
pabotke ZKAK v Me-2KAK [167, 168]. CuurtaeTcs,
yTO ycuieHue obpazoBaHust ADK npu nHayuupoBa-
HUU YCTbUYHbBIX PeaKLU )KaCMOHATOM IMPOUCXOAUT
B OCHOBHOM 3a CYeT TIIOBBbILIEHUS aKTUBHOCTHU
HAIO®PH-okcunassr [48].

B pa6ote JIny ¢ coaBrt. [167] Ha snumepMuce au-
CTbeB 0000B, TTOKA3aHO, UTO 3aKPhIBaHUE YCThUII, BbI-
s3eiBaeMoe KAK, ycrpansuiocs mHrmouropom NO-
cuHTasbl XXUBOTHbIX L-NAME. B Hammx uccienosa-
HUSIX YCTAHOBJIEHO, 4TO MHAyLUpoBaHHOe Me-2KAK
YMEHbIlIeHHe pa3Mepa YCTbUUHOM 111eJU U KOJIUUeCTBa
OTKPBITBIX YCTbUILL Y paCTeHUIi apabuiorcurca npakTu-
YEeCKM TIOJTHOCTBIO YCTPAHSJIOCh MpeaBapUTEIbHON
00pabOTKOM KJIETOK SMUAEPMUCA CKABEHIXKEPOM OK-
cuma aszora PTIO (2-phenyl-4,4,5,5-tetramethylim-
idazoline-1-oxyl-3-oxide) u YacTUYHO UHTUOUTOpPA-
mu NO-cuHTa3bl kuBOoTHEIX (L-NAME) 1 HuTpa-
TpeayKTashl (Boib(dpamaTroMm HaTpus) [169]. Takum
o0pa3oM, MOJIyYeHHbIE pe3yJbTaThl ITOKa3bIBAIOT
3HaueHue obpa3zoBaHusi NO AByMsI OCHOBHBIMU ITy-
TIMU (OKUCIUTEJbHBIM W BOCCTAHOBUTEJIbHBIM) B
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peanuzanuu 3pdexroB Me-2KAK Ha cocTosHue
yctbull. OgHako Ha snuaepmuce Vicia faba 6b110 110-
Ka3aHO, YTO MHIMOMpOBaHME HUTPATPEAyKTa3bl HE
cHuMaeT 3P (eKT 3aKpbIBAaHUS YCTHULI, BEI3BIBA€ MBI
KAK [167]. Bo3MOXHO, 4TO BKJIAI pa3InIHbBIX ITyTEM
cuaTe3a NO B 3aMBIKAIOIINX KJIETKAX MOXET M3Me-
HSITBCS B 3aBUCHMOCTH OT BMIA M BO3pacTa pacTe-
HMI, a TAKXKE DKCIIEPUMEHTAJIbHBIX YCIOBUMA.

B uenom, siustauue Me-2KAK Ha cocTosTHME YCTBUIL
onocpeaoBaHo A®K u NO, o6pasymlmuMucs c
yyactueM HAJIDH-okcuaaspl, HUTpaTpeIyKTas3bl U,
BO3MOXHO, KaTaJIUTUYECKOro KOMILIeKca, Mo nei-
cTtBU10 ogod6Horo NO-cruHTa3e XXUBOTHBIX (puc. 3).
Cuwurtaercs, uTo ADK oKa3pIBaIOT BIMSHHE B IIEPBYIO
oyepelb Ha KajbllMeBble KaHajbl IJIa3MaTUYECKOI
MeMOpaHBbI, B TO BpeMsi Kak NO — Ha BHYTPUKJIETOY-
Hble KanblueBble KaHaibl [48]. I[loBBIIEeHNE KOH-
LIEHTPAlIUU KaJIbLIUSI B LIMTO30J1€, TIPOUCXOISIIIIEe 3a
CUEeT ero TOCTYIUIEHUsI U3BHE, a TaKXe U3 BHYTPHU-
KJIETOUHBIX KOMITAPTMEHTOB MPUBOAUT K aKTUBALIMUA
AHUOHHBIX KAaHAJIOB S-TUIIA, B pe3yJIbTaTe Yero Mmpo-
MCXOIUT BBIXOJ WOHOB U3 3aMbIKAIOIIUX KIJIETOK,
MPUBOASAIINN K MOTEPE UMM Typropa 1 3aKpbIBaHUIO
ycTbull (puc. 3).

3aKkpbIBaHUE YCTHUIL Y PACTEHUMN MOXET OBbITh MH-
IYyLIMPOBAHO HE TOJILKO 3aCyXOii, HO 1 3aCOJICHUEM.
DPdEKT 0CMOTUYECKOTO CTPeCcCa y paCTeHUI B OTBET
Ha TIOBBIIIEHWE KOHILIEHTPALIMU COJIel B cpeie Tpo-
SIBJISIETCSI OBICTPO U BBI3BIBACT PE3KOE CHUXKEHUE
ycTbu9HOM npoBoguMoctu [170, 171]. JIasa BeIsICHE-
HUS BO3MOXHOI pOJIM XKaCMOHATHOTO CUTHAJIMHTA B
peryJISILIMM COCTOSIHUSI YCTBULL TIPU COJIEBOM CTpecce
ucclieoBaIy BIUsIHUE 00pabOTKU XJIOPUIOM HATPUS
JIMCTbeB pacteHuit Arabidopsis thaliana nukoro Tura
U MYTaHTOB, JAe(PEKTHBIX MO )KaCMOHATHOMY CHUTHa-
JmHTY. 2—3-9acoBoe Bo3aeiictBue NaCl nuHIynImpo-
BaJIO 3aKpbIBAaHWE YCTBUIL Y PACTEHUIA TUKOTO TUMA
(Col-0). B To xxe BpeMst oopabotka NaCl 1ucTheB My-
TaHTa jinl TpakKTUYECKW HE BJIMsUIA Ha COCTOSIHUE
YCTBUIIL. Y pacTeHU TeHOTUTIA coi ] TIOJ BIUSTHUEM CO-
JIM TIPOUCXOANIIO CPaBHUTEIBLHO HEOOJIbIIIOEC YMEHb-
IIeHNe YCTbUYHOI amepTyphl [172]. Bo3amoxkHO, 9TO
MyTallus 10 TeHy jin I, KonupyolieMy TpaHCKPUIIIIH-
oHHBbIN akTop JIN1/MYC2, Gojee cCyliecCTBEHHO
CKa3bIBaeTCsl Ha Tpolieccax YCTbUUYHON PEeryisiuu,
MOCKOJIbKY, KaK YK€ OTMEUaJoCh, 3TOT O€JIOK yJyacT-
BYET B TPAHCAYKIIMM CUTHAJIOB HE TOJIBKO >KaCMOHa-
ta, Ho 1 ABK [69, 173].

k ok ok

M3noxeHHbIe (paKThl MO3BOJISIOT 3aK/IIOYUTD, YTO
KAK m XacMOHAaTHOMY CUTHAJMHTY TTPUHAIJICKUT
KJII0U€Basl pojib B afalTallMU PAaCTEHUI K NEHCTBUIO
CTPECCOPOB Pa3IUuYHON HMPHUPOALI, B TOM YHUCJIE KO
MHOTHUM HeOJIaronpusITHBIM a0MOTUYEeCKUM (PaKTO-
paMm. B nmocinegHue roabl Obljia IoJaydyeHa HOBasl BaxK-
Has uHdopmauus o cuHTe3e u TpaHcnopre KAK u
ee IpeairecTBeHHKOB. Kak n3BeCcTHO, IEpBbHIE CTa-
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Me-XKAK

HAIDH-
oKCcHUIa3a
ADK NO
\ ¥
Ca?"-xanassr BK

M Ca?"-xanassl

[Calf,. T

AHUOHHBIE KaHaJbl

S-Ttuna

3akpbIBaHUE YCTHUII

Puc. 3. [unoTteTnyeckuniit MeXaHU3M WHIYIIUPOBAHUS 3a-
kpbiBaHus yctbuil Me-2KAK. NOS — ¢epMeHT ¢ KaTaiim-
TUYECKOM aKTUBHOCTBIO, Momgo0Hoil NO-cuHTaze Xu-

+
BoTHbIX; HP — HuTparpenykrasa; Ca?"-kananor [IM —
KaJbllMeBble KaHajbl IJIJa3MaTUYECKOM MeMOpaHBbI;

T
BK Ca?"-kaHaJIbl — BHYTPUKJIETOUHbIE KalbLIMEBbIE Ka-
Hausl. [ToSICHEHUS B TEKCTE.

nun cuHTe3a 2KAK mpoucxomst B XJ10poIiacTax, ux
npoaykToM siBiisieTcd 12-ODJIK. B HacTosglee Bpe-
Ms ycTaHOBJIeHO, uTo 12-O®K TpaHcnopTUupyercst
¢ noMollbio AT®-cBs3bIBaIONIETO OeJIKa-TPaHCIIOP-
tepa CTS B IIepOKCHUCOMBI, Ilie MPOUCXOASIT 3aKII0-
yutelibHble cTanuu cuHTe3a 2KAK [15]. Cunre3upo-
BaHHas B IepokcucoMax 2KAK BrICBOOOXIAaeTCsI B
nutoriazMy. OCHOBHBIE ee (pu3nogornyeckue 3¢-
¢exTHI cBsI3aHHI ¢ ITpeBpameHreM B Mne-2KAK ¢ mmo-
MoIbio ¢ momonibio 6eaka JARL. HemaBHO ycTaHOB-
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nerHo, uyto Une-XKAK depes ssaepHyro MmeMOpaHy 1e-
peHocut Oenok AtJATI1 [15, 25]. Tlonamaromuii B
saapo Wne-2KAK B3anMoIeiCcTByeT ¢ KOMILIEKCOM
SCF/COl1, B pe3yibTare 4ero IIporuCcXoaIuT yONKBY-
TUHUPOBAHUE PEIPECCOPOB KACMOHATHOTO CHUTHA-
JuHra JAZ v BBICBOOOXIEHUE psida TPAaHCKPUIILIY-
OHHBIX (PaKTOPOB (B epByI0 ouepenb, MYCs), pery-
JIMPYIOIIMX 9KCIIPECCUIO KAaCMOHATUHAYLIUOEIbHBIX
TCHOB.

IIupokuii CrieKTp aganTUBHBIX peaklvii, Ha KO-
Topeie BauSOT KAK 1 ee Tpom3BOIHBIE, MOXKET
OBITH OOYCJIOBJIEH €€ CIIOCOOHOCTBIO BBLI3BIBATH M3-
MEHEeHUE COJAePKaHUSI MHOTUX CUTHAJIbHBIX TTOCPEI-
HUKOB, B 4YacTHOCTH, Kambmus, APK, razorpamc-
muttepoB — NO, H,S u CO. C apyroii CTOpOHBI, €CTb
OCHOBaHMs MoJjlaraTb, YTO OTHEIbHBIE KOMITOHEHTBI
JKaCMOHATHOTO CUTHAJIMHTA BOBJIEKAIOTCS B TPAHCIYK-
LIMI0O CUTHAJIOB JApYrux nocpenHukoB (puc. 2). Oco-
OCHHO SIPKUM TIPUMEPOM B 3TOM OTHOIIIEHUU MOXET
OBITh TpaHCKPUIIMOHHBIN (akTop JINI/MYC2 n,
BO3MOXHO, IPYTMe TPAaHCKPUIILIMOHHBIE (DaKTOPHI Ce-
MeiictBa MYC, KoTopble y4acTBYIOT B TPAaHCIYKIIUU
curHaioB He TonbKo 2KAK, Ho 1 ABK [80], a Taxcke B
peanuzaluu (pu3N0JIOrMIeCKUX (CTPECC-TIPOTEKTOP-
HbIX) 3(pGHEKTOB TaKWX ITOCPEOIHUKOB-Ta30TpaHC-
mutTepoB Kak NO u H,S [72].

Ddpdekter KAK Takke peanms3yloTcs 3a CUeT
(bYHKIIMOHAJIBHOTO B3aMMOJIEMCTBUS C IPYTUMU (hU-
toropMoHaMu. Ocoboe 3HayeHrEe B 3TOM OTHOIIIEHUU
MMeeT YCTAaHOBJICHHBI CpaBHUTEILHO HETaBHO 3@-
¢eKT ycueHnsI HaKOIUIEHUST IUTOKUHMHOB, BBI3bIBa-
emblii ZKAK [57]. TTo Bceit BEpOSITHOCTU, 3TO CMSITYAET
BBI3BIBAEMOE CTpecCOpaMM MHIMOMpPOBAHUE pOCTa U
TakuM oopazoM 2KAK MoxkeT crrocoocTBOBaTh OaJIaHCy
POCTOBBIX M aJalTUBHLIX IpolieccoB. C Ipyroii cropo-
Hbl, 2KAK HaxoauTcss B aHTarOHUCTAYECKMX OTHOIIIE-
HUSX C ayKCUHOM U ri100epesIsIoBOi KUCIIOTOI [6], 4TO
TTO3BOJISIET pacCMaTpuBaTh €€ BCe Xe KaK “TOpMOH
cTpecca”, a He “ropMOH pocTa”.

Oco60 BaXXHBIM M ITOKA HEIOCTATOYHO U3Y4YEH-
HBIM 3¢ dexkTom KAK gBisieTcss cmocoOHOCTh BIN-
SITh Ha DKCIIPECCUIO0 TEHOB OOJIBIIIOM IPYIIITBI PETYIISI-
TOPHBIX OEJIKOB, HEOOXOAUMBIX IJIsI YCTOMYUBOCTU
pacTeHMI K nercTBuio ctpeccopoB: NAC, MYB,
WRKY u npyrux [125].

KAK crmocobHa MHAYIIUPOBATh KaK OTHOCUTEb-
Ho crielMuyeckue, Tak U yHUBepcaabHbIe alanTUB-
HblE peakliMy, B YaCTHOCTU, BJIUSTh Ha pPeloOKC-TO-
MEOCTa3 U YCUJIMBATh pa0OTy aHTMOKCUIAHTHOM CU-
crembl. [Ipu 3ToM ocoboe 3HaUeHUE MOXET UMETh
aKTUBallMs XXacMOHaTaMW BTOPUYHOIO METa0O0IU3-
Ma, 4TO TIPUBOAUT K YCUJIEHUIO CUHTE3a (heHOIbHBIX
COEIMHEHU, B YaCTHOCTH, (bJTABOHOMIOB U TIPOUYUX
METa0OJIMTOB ¢ AaHTMOKCUIATHBIMM, MEMOPaHOIIPO-
TEKTOPHBIMU U IPYTUMMU 3aAITUTHBIMU (DYHKIUSIMU.

IToMuMoO peakiivii, KOTOpble peanu3yloTcs Ha MO-
JIEKYJIIpHOM (OMOXMMHMYECKOM) YpOBHE (HarpuMmep,
WHAYIAPOBaHWE aHTUOKCUIAHTHOM cucTeMbl), KAK

MMPUKIIAAHAA BUOXUMUA U MUKPOBUOJIOTUA

U €€ MPOM3BOJHbIE PETYJIUPYIOT MPOILIECCHI, peanu3y-
IOIIKeCs] Ha YPOBHE 11eJI0oro opranusma. K HuM oTHo-
CUTCS yCTbUUHBIE peakuu. B nx perymsuuu KAK u
JIpyryMe OKCUJIMIIMHBI, a TaKXK€ KOMIIOHEHTHI XKacMO-
HATHOTO CUTHAJIMHIA MOTYT UMETb OYEHb OOJIbIIOE
3HaueHue. Kak yxxe oTrmeuasnoch, OTaelbHbIe OKCH-
JIMITMHBI BbI3bIBAIOT 2(h(hEKT 3aKpbIBAaHUS YCTHUII B
O4YeHb HU3KUX KoHLIeHTpanusx [3]. 2KAK moxeTt uH-
nyuupoBaTh cuHTe3 ABK 1 ycThU4UHast peakiuust Mo-
JKET OBITh OMoCpefoBaHa MMEHHO 3TUM TOPMOHOM
[164]. C opyroii cTopoHbl, B peanu3aunu 3pdekTon
ABK (B TOM 4uciie yCTbMYHBIX) MPUHUMAET y4yacTue
BaXKHbIA KOMIOHEHT XaCMOHATHOTO CUTHAJIWHTa —
TpaHCKpUIUMOHHEIN (pakTop JIN1/MYC2 [69].

Kitouesast posib ZKAK 1 ee mpon3BOIHBIX B afamn-
TallMM PaCTEHUI1 K CTpeccopaM pa3IMIHON IIPUPOIBI
MO3BOJISIET paccMaTpyBaTh MX KaK II€PCIIEKTUBHBIN
WHCTPYMEHT J1JIsl UCTIOJIb30BaHUSI B pACTCHUEBOICTBE.
[IpuBrekaTeIbHBIM B 3TOM OTHOIIEHUH IIPEACTABIISI-
€TCSl OYEHb IMPOKUI [11Mana30H KOHLEHTpaLUi, B KO-
TopbIX 3k30reHHbIe ZKAK 1 Me-2KAK oka3bIiBaloT Ha
pacTeHUsI CTPECC-IPOTEKTOPHOE BIMSHUE, MHIYLIM-
py# 3aiuTHbIe cucTteMbl (Tad. 1). [lupokuii nuamna-
30H HeTOKCUYHbBIX 103 2KAK 11 ee Tpou3BOJHBIX CHU-
KaeT BEPOSTHOCTh MEPENO3UPOBKU MPU IIpaKTHUe-
CKOM IpuMeHeHuu. OaHaKo MoKa MCHOJb30BaHUE
KAK u ee mpou3BoAHBIX B PAaCTEHUEBOICTBE CIEp-
XKMBaeTCsI MX BBICOKOM CTOMMOCTBIO. B Hacrtosiiee
BpeMs 2KAK u ee mpon3BOIHbBIC TPUMEHSIIOTCS TIpe-
UMYIIECTBEHHO IS KOPPEKLIUU (PU3NOTOTUIECKOTO
COCTOSIHUSI pacTeHUI1, BhIPAIIMBAEMbIX B OCHOBHOM
B 3allIMIIIEHHOM I'pyHTe. B TO Xe BpeMsl yelieBIeHue
cuHTe3a KAK coznact BO3ZMOXHOCTH TSI ITMPOKOTO
WX TPUMEHEHUS TIPY BBIPAILIMBAHUU TIOJIEBBIX KYJIb-
TYp, OCOOEHHO B HEOJIaTOIIPUSITHBIX yCIoBUIX. Kpo-
Me TOro, €CTb OCHOBaHMUSI MoJjiaraTb, YTO MHTEHCUB-
HOE€ HaKOIUICHHE MTAaHHBIX O MeXaHM3MaX BIWSHUS
2KAK Ha KJTIoueBBIe peTyJISITOPHBIC U IIPOTEKTOPHEBIC
CHCTEMBbI PACTEHUI, a TaKXKe CBEASHUI O POJIU KOM-
IMIOHEHTOB XKaCMOHATHOTO CUTHAJIMHTA B peajn3alu
3¢ PEKTOB IPpYyruX CUTHAIILHBIX MOJIEKYJI CO37IaCT HO-
BbI€ TEOpPETUUECKUE MPEANIOChUIKY IS LieJeHaIIpaB-
JIECHHOTO IIOBBIIIEHUSI YCTOMYMBOCTU KYJIbTYPHBIX
pacTeHUM K JEMCTBUIO CTPECCOPOB PA3IUYHOM MPU-
pPOIIbI.
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Jasmonate Signaling and Plant Adaptation to Abiotic Stresses (Review)

Yu. E. Kolupaev* * and T. O. Yastreb®
“Dokuchaev Kharkiv National Agrarian University, Kharkiv, 62483 Ukraine
*e-mail: plant.biology.knau@gmail.com

The role of jasmonic acid (JA) and jasmonate signaling in regulation of plant adaptive responses to action of
stressors is reviewed. The synthesis of JA in plants and the main pathway for the transduction of jasmonate
signal are briefly described. The effect of JA on cellular content of other signaling messengers (calcium ions,
reactive oxygen species, nitric oxide, hydrogen sulfide, and carbon monoxide) is surveyed. For the first time,
data on the participation of jasmonate signaling components (in particular, COI1 and JIN1/MYC?2 proteins)
in the physiological effects of signaling mediators-gasotransmitters are summarized. Information is provided
on the change in endogenous content of JA under action of stressors, and the effect of exogenous JA and its
derivatives on plant resistance. The spectrum of jasmonate-dependent defense reactions of plants and the
mechanisms of their induction are analyzed. Particular attention is paid to the role of JA in activation of an-
tioxidant system and regulation of stomata under stress conditions.

Keywords: jasmonic acid, methyl jasmonate, signaling, reactive oxygen species, nitric oxide, hydrogen sul-
fide, carbon monoxide, abscisic acid, plant adaptive responses
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