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CanuumioBasi kuciaota 1 GopMHPOBaHHE AJANITHBHBIX
peakumii pacTeHHii HA a0HOTHYeCKHe CTPeCcCOPBI:
POJIb KOMIIOHEHTOB CUTHAJILHOM CeTH

Canuyunosas xucioma (CK) — kaouesoti humocopmon, 0CobeHHO 6adCHbLIL
0151 3anycKka npospamm adanmayuu pacmerull K oelicmeuro cmpeccopos. B 063ope
npugedenvl CceedeHuss 0 OeIKax, KOmopvle CHOCOOHbL CBA3bIBAMbCS € IMUM
Gumozopmonom u moeym npunumMamv ydacmue 6 MPAHCOYKYUU €20 CUSHANO8
6 cenemuyeckuti annapam. QOcoboe 6HUMAHUe YOENeHO pONU AKMUGHBIX DOopm
KUCTIOpOOd, UOHO8 Kanbyus, OKCUOA a30oma U cepo8ooopoda Kak NOCPEeOHUKO8
6 peanuzayuu Qusuonocuveckux spgpexmos CK. Oxapaxmepuzosano enusiHue
9HOo2enHol u 3x302eHHoU CK Ha (yHKyuoHuposanue aumuoKCUOAHMHOU CUCHeMDbL,
HaKonieHue COBMECMUMbIX OCMOAUMOS, CUHMeE3 CMpPeccosvix 0Oenkos, pabomy
YCMbUUHO20 Annapama u opyeue npoyeccol, GadiCHvle Olsi A0anmayuu pacmeHull
K nebnazonpusmubim akmopam. Paccmompenvl 803modicHocmu npakmuyeckozo
ucnonvzosanus CK u ee kombunayuii ¢ 00HOPAMU CUSHATLHBIX MONEKY OJi5 NOGbIUECHIUSL
YCMOUMUBOCIIU PACMEHUL K OelICIEUI0 AOUOMUYECKUX CIPECCOPO8.

KiroueBble cJIOBa: CaHIUIOBAs KUCIOTA; (DUTOTOPMOHBI; aKTHBHBIC (HOPMBI
KHCJIOpOJa; KaJbIHiA; OKCHJIl a30Ta; CEpPOBOJOPOJ]; AHTHOKCHUIAHTHAs CHUCTEMA;
YCTOHYHBOCTH

Coxpamenust [Abbreviations]: CNGC-kaHasbl — KaJIbLIUEBbIE KaHAJIbI, 3aBUCUMbIE
OT LIUKINYECKUX HYKIeOTUN0B [CNGC channels - Cyclic nucleotide-gated calcium channels];
MAP-kuHa3pl — MUTOI€HAKTUBUPYEMbIE IIPOTEUHKHHA3bl [MAP kinases - Mitogen-
activated protein kinases]; NOS — NO-cunTa3a [NO synthase]; NPR — Heakcnipeccop reHos,
CBSI3aHHBIX C MATOreHe30M [Non expressor of pathogenesis related]; PTIO —2-dbennn-4,4,5,5-
TeTPaMEeTHINMUIA30I1H- | -OKCHII-3-0KCH [2-phenyl-4,4,5,5-tetramethylimidazoline-
1-oxyl-3-oxide]; ABK — abcuu3oBast kuciora [ABA - Abscisic acid]; ADK — akTuBHBIE
¢dopmel kucnopona [ROS - Reactive oxygen species]; BTIL — Oesku TerioBoro moka
[HSP - Heat shock proteins]; HITH — Hutponpyccun Hatpus [SNP - Sodium nitroprusside];
[I9T" — nonustunenmukois [PEG - Polyethylene glycol]; CK — canuuuioBast kuciora
[SA - Salicylic acid]; CO/] — cynepokcuanucmyTasa [SOD - Superoxide dismutase]; DT TA —
STHIIEHIIMKOIIB-OHC(2-aMUHOA THII-3up)TeTpaykcycHass kuciora [EGTA - Ethylene
glycol-bis(2-aminoethylether)-N,N,N’,N'-tetraacetic acid].
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BBenenune

B Hacrosmiee Bpems canummioByto kucnoty (CK) cumraror pacturenbHbIM
ropmoHOM [1, 2]. OcHOBaHUEM AJISL STOTO SIBISETCS €€ Y4acTHE B PETYISIUU
MHOTHX (PH3HOIOTHYECKUX MPOTPaMM H IPOIECCOB, B YACTHOCTH, IPOPACTAHHS
CEMsH, [IBETCHUS, CHHTE3a APYTUX FTOPMOHOB, ()OTOCHHTE3a, JbIXaHUS, TPAHCIIH-
pannu, TepMoTeHe3a, peakuy Ha HHOUIMPOBAaHHE ITaTOTCHAMH U aJanTalnu K
JEHCTBUIO Pa3IMYHBIX cTpeccopoB [1-3].

B 90-e roxpl nmpouuioro cTojeTus U B Hayajle HbIHEUIHETO MHTEHCUBHO HC-
cienosanack poiab CK B ycroifunBocTu pacteHuit k matoreHam [1, 2]. Ognako 3a
MOCTICTHNE AECATHICTHS HAKOIUICH OONBIION MAacCHB SKCIIEPUMEHTAIBHBIX J1aH-
HBIX, CBUJETENLCTBYIOMUX 00 yuacTun CK B aJanTUBHBIX peakUusX pacTeHUH
Ha JielicTBHEe aOHOTHYECKHX CTpeccopoB [2, 3]. B HacTosIee BpeMs SHI0TeHHAs
CK paccmarpuBaeTcst B KaueCTBE yJacTHHKA OTBETa PAaCTCHUI Ha JeHCTBUE JKC-
TpEMaNbHBIX TeMIepaTyp [3—5], COIeBOro  OCMOTHYECKOTO CTPECCOB [6, 7], 030-
Ha [8] u Apyrux HeONaronpuaATHbIX (haKTOPOB.

ITytn cunre3a CK y pacTeHuil JoCTaTOYHO XOPOIIO M3y4eHbl. B HacTosmee
BpEMs BBIICIISIIOT JIBE OT/AeTbHBIE BeTBU cuHTe3a CK: n30xopu3marHblii U heHmII-
MpONaHOWAHBIN TTyTH [2, 3]. OnHako B 00eHX BETBSX HCIOJIB3YETCS XOPH3MAT,
MOJTYy4EHHbIH U3 MMKUMOBOM KuCHOTHL. M3BecTHO, uto cunTe3 CK y pactreHuit
aKTUBHUPYETCS MPH IEHCTBUN CTPECCOPOB PARTUIHON IPUPOH [2, 3].

OobmmupHas (peHOMEHOIOr s 3aIUTHOrO BIUsHUA 3k30reHHoM CK Ha pacre-
HUS, TOABEPTHYTHIE JEHCTBHIO a0MOTHIECKUX CTPECCOPOB PA3IMIHON TIPUPOIHI,
B TIOCTIEIHUE TOJIbI HEOJAHOKPATHO 0000manack B 0630pHbIX cBoakax [3, 9, 10].
OpHako O CUX MOpP OTCYTCTBYIOT LIEJIOCTHBIE NPEACTABIECHUS O MEXaHHU3Max
TpaHcaykuuu curHainoB CK, oOycrmopiamBaromux (opMupoBaHHE aJalTUBHBIX
peakiuii pacTeHU Ha aOMOTHYECKUE CTpeccophbl. B mocnenHee BpeMsi IOMUMO
HOBBIX JAaHHBIX 00 y4acTHW B aJalTHUBHBIX PEAKIMAX PACTEHUH TaKWUX «KJac-
CHYECKUX)» CHTHAJBHBIX ITOCPEIHUKOB, KaK HOHBI KaJbLIUS U aKTUBHBIC (POPMBI
kucnopoaa (ADK), mosBiAOTCA CBEACHUS O BaXKHOW CUTHAIBHOW POJM B pac-
TUTENBHBIX KJIETKaX ra30TPaHCMUTTEPOB — SHAOTEHHBIX [a3000pa3HbIX CUI'HAJIb-
HBIX MOJIEKYJI, KOTOpBIE IPOAYLUPYIOT *KUBbIe opranu3msl [11, 12]. K ocHOBHBIM
ra3oTpaHCMUTTEpaM OTHOCAT MOHOOKcH a3oTa (NO) [12], MOHOOKCHT yTiepoaa
(CO) [13] u cepoomopon (H,S) [14, 15]. X yuacTue B KJIE€TOYHBIX CUTHAIBHBIX
W PETYIATOPHBIX MpoIeccax 00yCIOBICHO CITIOCOOHOCTHIO CBOOOTHO MPOHUKATH
yepe3 Ouoiorudeckue MeMOpaHbl U B3aHMOJCHCTBOBaTh ¢ MHOXKECTBEHHBIMU
MUIICHAMH — OMoMakpomosiekynamu [11]. B mocnemsaue roabl MOsSBUINCH CBEle-
HUSI O BOBJICUCHUU Ta30TPAHCMUTTEPOB B TPAHCAYKIHIO CUTHAJIOB (PUTOTOPMO-
HOB. C pyroif CTOPOHBI, U3MEHEHHE KOHLIEHTPALUU Ia30TPAHCMUTTEPOB MOKET
BBI3BIBATh CIBUTU B COIEP)KAaHUHM COEJUHEHWH C TOPMOHAJIBHON aKTUBHOCTBHIO
[16]. OmHako cBeaeHuit o pyHKIHOHATBHBIX CBA3siX CK ¢ raszorpancmutTepaMu
MOKa MaJio, OHU HOCSIT B OCHOBHOM SMIIMPUYECKHI XapakTep U ci1ado 06001IEeHbI.

OcHOBHAas IIeNTb HACTOSIIETO 0030pa — aHaJIM3 HOBBIX JAHHBIX 0 MEXaHU3Max
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B3aumoyeicTBusl CK ¢ KIt0ueBbIMU KOMIIOHEHTAMHU CUTHATBHON CETH PACTUTEIb-
HBIX KIeTOK (noHaMu Kanblust, ADK u razorpancmurrepamu) npu GpopMupoBa-
HUU CAJIMITWIIAT-3aBUCUMBIX aJIaITHBHBIX PEaKIid pacTeHUH Ha JiciicTBHe a0Ho-
TUYECKHUX CTPECCOPOB.

Penenuus u Tpancaykuus curiana CKy pacrenmii

UYetkue npeacTaBieHus o Mexanumax Bocnpusitis CK pacTUTeNbHBIMU KIIET-
KaMH JI0 cuX nop He chopmupoBanuchk [17]. KirroueBbIM TpaHCKPHUITIIMOHHBIM
perynsatopoM nepegauu curtaioB CK cuutaercs 6emok NPR1 (non expressor
of pathogenesis related). Bzaumogeiicteue CK ¢ 3TUM GeITKOM MPOUCXOINUT KaK
MUHUMYM JIByMs CLIOCOOaMU: IyTeM MPSIMOTO CBS3BIBAHUS U Yepe3 BhI3bIBAEMbIC
CK u3meHeHus! peoKc-roMeocTasa KIETOK, MpuBosire K nepexoqxy NPR1 u3
COCTOSIHMS ouromepa B opmy MoHOMepa [18, 19].

Monomepras popma NPR1 mepememaercs B sipo, Te B3aUMOJCHCTBYET C
¢axropamu Tpanckpuniuu TGA. ITo IPUBOAMT K aKTUBALIMU SKCIIPECCUU T'€HOB,
CBSI3aHHBIX ¢ TIatoreHe3oM (pathogenesis-related — PR) [17]. Bonipoc o 3HaueHnn
mpoleccos, onocpenoBanHblx NPR1, muist peanuzanuu npoTeKTOpHBIX 3P (eKToB
CK mpu feiicTBUU aOMOTHYECKHX CTPECCOPOB OCTAETCS MOKa OTKPBHITBIM (CM.
Hke). IlokazaHo, 4TO perymanust TpaHcKpunuuu reHa PR ¢ nomombio NPRI
BKITIOYACT alleTHIMPOBAHKE THCTOHOB C yYaCTHEM THCTOHALETHITPAHC(Epa3bI
cemeiicrea CBP/p300 [20].

B nacrosimee Bpemsi cumraercs, uto NPR1 y pacrennii He equHCTBEHHBIN
6enok, crneruduuno cessbiBaronuii CK. Ilapomorm NPR1 — NPR2, NPR3 u
NPR4 — taxoke 001amar0T crtocoOHOCThIO K cBsi3biBanuio CK [17]. B memom xe ¢
HCIOJIb30BAHUEM MOJIEKYISIPHO-OMOXUMHUYECKOTO CKPUHUHTA COCTABJIEH CITUCOK
n3 noutu 100 kargumaroB Ha ponb CK-cBs3piBatomux OenkoB [21]. B xauecTBe
nepsoro CK-cBs3bIBarolero 6enka B kiieTkax Tabaka Obuia uIeHTH(GUIMPOBaHA
katanaza [22]. Ces3piBanne CK ¢ karanga3od MpUBOIWIO K MHTHOWPOBAHUIO €€
akTuBHOCTH 110 pasnoxenuto H,0,. CK raxke nogasisia akTHBHOCTb acKopOar-
MIEPOKCHUIa3kI, elie OJHOTO (pepMeHTa, 00e3BPEKUBAOIIETO H202 [23]. B cBs3m
C 9TUM IpeaIoiaraiy, YTO HHrHOUpPOBaHNE aHTHOKCUAAHTHBIX ()EPMEHTOB MO/
nericteueM CK MOTeHIMANbHO MOXET MPUBECTH K HAKOTUICHUIO H202, a 3areM
MEPOKCU BOIOPOAA MOXKET aKTUBUPOBATH AKCIPECCHIO 3AIIUTHBIX T'€HOB U pa3-
BHTHE CHCTEMHOH YCTOMYMBOCTH K matoreHam [24]. OmxHako 3QQeKThl HHTHOU-
poBanus CK 3TUX (QepMEHTOB 3aMETHO MPOSBISIOTCA B KOHLEHTPALUSIX, SIBHO
MIPEBHIIIAIONINX (PU3NOTOTUIECKHE, YTO CTABHT II0JI COMHEHHE BKJIAJ] TAKOTO Me-
XaHU3Ma B peanu3anuio ¢pusnonoruueckux s¢pdexron CK.

B o0030pe Pokotylo et al. [17] obcyxnmaercs ydactme B cBsi3piBanuu CK
METHJIICTEpa3bl, KapOOAaHTHIPa3bl, HECKONbKUX H30()EPMEHTOB IIyTaTHOH
S-tpancdepasbl, xmoporactHoro THopemokcnHa-ml (TRXml), HekoTopbix
(dhepmenToB rukina Kpebea u psaga npyrux O€KoB, B TOM YHCIE C HEM3BECTHBIMU
¢yHKIISIMEA. Bee 3Tr 6enku NMEIOT pa3IHYHyIo H B HEKOTOPHIX CIIydasx BEChbMa
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BEICOKYIO apmHHOCTE 0 oTHOmeHuto kK CK. [Ipeanoxkena rumore3a MHOTOY3-
JIOBOTO (AeneHTpann3oBanHoro) Bocnpusats CK pacturtensHoii kinetkoit. [Ipen-
[0JIaraeTcsi, YTo B 3aBUCUMOCTH OT TeKyiei koHueHTpauun CK B kierke, oHa
OyzeT B3aMO/ICHCTBOBATH C ONPEeICHHBIM HA0OPOM CBsI3BIBAIOIUX OeKoB. Ta-
KuM o0pazoM, perynupytomuii Bkiaag CK Oyner pa3mugarbest B 3aBHCHMOCTH OT
ee koHeHTpauuu [17]. EcrecTtBeHHo, BKiIaa HOBbIX CK-cBsA3bIBarOmNX OENKOB B
npomneccsl CK-curaanmara TpedyeT SKCIIepUMEHTAIBHOTO HCCIIETOBAHUS.

B HacTosiiiee Bpemsi HauOoJee MPU3HAHHOW CUMTAETCS MOJIENb CBSI3bIBA-
mus CK, Brirouaromas B ceds Habop 6emkoB NPR [25]. CornacHo 3Toit Mone-
nu, ipu Hu3kor koHNeHTpauuu CK B kiietkax 6emok NPR1 obpasyer onuromep
u ocraerca B mutosode (puc. 1). Ilpu stom 6enmku NPR3 m NPR4 cBszpiBatoT
ocrarousblii NPR1 B siipe U OrpaHUYMBAIOT €T0 (PYHKIIMOHANIBHYIO aKTUBHOCTb.
IIpu noBeimennn kornentpanuu CK NPR1 mepexoaut B cocTosiHne MOHOMeEpa
Y TIpoHUKaeT B Aapo. MonoMmepusauusa NPR1 tpeOyeT pa3pbiBa qucynbGuaHOM
cBa3u. [lokazano, uro cBs3piBanmne CK crocoOctByet peomuromepu3amnu NPR1.
Tem He meHee Tonbko CK HemocTaTouHO 1Ist 3amycka MoHoMmepusauuud NPR1
[19]. Ilpenarmonaraercs, YT0 HEOOXOAUMOE JIJISL ATOTO MPEeBpalleHUue AUCYIbPHIa
B cynbruapuiibHbie rpymnisl B NPR1 MoxeT ObITh 00yCIOBICHO IPEABAPUTENb-
HBEIMU pefokc-miporeccamu, ynpasisiembivu CK. OnHako ux mpupoga ocraercs
HeBbIsIcHeHHOU. Onucan 3¢ dekt B3aumozeiicTBus ¢ NPR1 aByX HUTO30IBHBIX
tropenokcuHoB — TRX-h3 u TRX-hS. ¥ myranToB trx-h3 u trx-h5 He mpouc-
xoauia UHAyKIus cunte3a Oenka PR 1 (pathogenesis related 1) sx3orenHoit CK
[26]. Bo3aM0OXHO, 9TO THOPETOKCHHBI aKTUBHPYIOTCS oA aekictBueM CK, omnako
9TO MOKA 3KCHEPUMEHTAIBHO HE JI0Ka3aHo. B To jxe BpeMs MoKa3aHo, 4To XJI0pPo-
miactHeId THOpeAokcuH-m1 (TRXm1) obnamaeT criocoGHOCTBIO cBsi3bIBaTh CK
[21]. Tak wnu uHauye, cuuTaercd, yTo s MoHoMepu3auuu NPR1 B mutozone
JOJDKEH OBITh TOCTATOYHEIH Myl BOCCTaHOBHTENEH (cM. puc. 1).

INomumo penokc-3aBucumoil Monomepuszanuu NPR1, nox neiictBueM noBbI-
menHoi koHneHTpaun CK omokupyercs aktuBHOCTh NPR3 1 NPR4, xoTtopbie
B orcyTcTBUe CK BBICTYHaIOT B KauecTBe penpeccopoB akTuBHOcTH NPR1. Ta-
kuM 00OpaszomM, 6mokupoBka NPR3 u NPR4 npuBomuT K akTHBAIMK SKCIPECCUH
CK-unayuupyembix reHoB. Cunrtaercs, uto ocHOBHbIE (pyHkimu NPR3 u NPR4
CBsI3aHBI C co3MaHueM TpaaueHTa kKoHueHtparuu NPR1, HemocpencTBeHHo pe-
ryaupytomiero sxcnpeccuto CK-uyBcTBUTENBHBIX TeHOB [27]. Cpenu BaskHBIX
KOMITOHEHTOB CUTHAJIMHTA, Haxoasmuxcs Huxke NPR1, kpoMe ynoMsHYTHIX (ak-
TOPOB PEryjsiiui TpaHcKpunuuu cemerictBa TGA, — TpaHCKpUIIIMOHHBIE (aK-
topsl WRKY u psn MAP-knna3 (mitogen-activated protein kinase), B Tom dmcie
MPK3, MPK4 u MPK6 [27, 28].

O perynsitopHbx (pyHKIHAX 0enka NPR2 moka m3BecTHO oueHb Mayo. Ycra-
HOBJICHO, YTO OH (u3udecku B3aumogaeicTyer ¢ NPR1 in vitro, a in planta cBepx-
skcnpeccusi NPR2 Moxer BBI3BIBaTh (DEHOTHITMYESCKUE MPOSBICHUS neduIuTa
NPR1 [29]. Oanako poinb ces3piBanusi CK Bo B3aumoneiicTeuu Mexay NPRI u
NPR2 ocraercs HensBecTHO. B 1enom mpearmonaraercs, 4to 0oNbIIoi HabOp
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CK-cBs3pIBaronx OEIKOB MOXKET JHOO0 yJacTBOBaTh B IIPOIECCAX, CBI3aHHBIX
¢ obecnieduenueM ¢yHkuuid NPR1, nubo neiicTBOBaTh B CUTHAJBHBIX MyTSX, HE
cBs3aHHBIX ¢ NPR1 [17].

a b
Hmskas xornertpammns CK Bricokas kornentpanns CK
[Low SA] [High SA]

&V P

Boccrarosutenn
(-SH)
H[Ig;gfs gi-]n’ L[[g;gigﬁb [Reducing agents|
SAnpo
[Nucleus]

“@‘@ -
[Nucleus]

Penpeccus AxTuBauus
TGAs J— [Repressed] ‘ [Am\ ated]
@ DNA

Puc. 1. Mozens Brusaus CK Ha skenpeccuto reHoB ¢ yuactueM 6enkoB NPR:

a — nipu Hu3koit koHreHTpau CK NPR1 o6pa3syet oiuromep u octaercs B UTO30I1E,
NPR3 u NPR4 cs3biBatoT ocratounslii NPR1 B siipe u nmpeaoTBpaniaioT ero akTuBHOCTb;
b — npu BeIcokoit koHneHTpanny CK u Hammany Boccranosureneit NPR1 cranoBurcs
MOHOMEPHBIM U IIpoHHUKaeT B s71po. Taxxke CK B sape csasbiBaetrcs ¢ NPR3 u NPR4,
9TOOBI OJIOKMPOBATH UX aKTHBHOCTH Kak penpeccopoB NPR1. CBo6oxusiii NPR1 aktuBupyer
TpaHCKpHIIHOHHbIE (pakTopsl TGA, KOTOpBIE B CBOIO OUepeIb AKTUBHPYIOT
npomotopsl ¢ TGACG nocneoBaTeIbHOCTBIO HYKIEOTUA0B
[Fig. 1. Model of SA influence on expression of genes with NPR proteins participation. (a) at low
SA concentration, NPR1 forms an oligomer and remains in the cytosol, NPR3 and NPR4 bind
residual NPR1 in the nucleus and prevent its activity. (b) at high SA concentration and presence
of reducing agents, NPR1 becomes a monomer and enters the nucleus. Also, SA in the nucleus
binds NPR3 and NPR4 to block their activity as NPR1 repressors. Free NPR1 activates TGA
transcription factors, which, in turn activate promoters with TGACG nucleotide sequence]

B3aumoneiicrBue CK ¢ Ki1104eBbIMU Y4aCTHUKAMHA
CHUIHAJILHOM CeTH PACTUTEJILHBIX KJIETOK
Kanvyuii siBnsieTcss yHUBEpPCAIbHBIM HOCPEIHUKOM B KJIETOUYHBIX PEAKIUIX
PaCTHUTENBHBIX U )KUBOTHBIX OpraHu3mMoB [30]. OH BBINOJHSET POJb CBA3YIOLIE-
TO 3BCHA [UII MHOTHX CHTHAJBHBIX IyTeH M oOecrieunBaeT (yHKINOHHNPOBAHIE
oO11el CUTHAIBHOM ceTn pacTuTenbHOU kietku [31, 32]. Ecth ocHOBaHMS mona-
raTh, YTO MOHBI KANBIN B CHTHAJBHBIX IETsIX HaxomaTcs kak Hivke CK (3ameii-
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CTBOBAHBI B TPAHCAYKIIMNH €€ CHT'HAJOB), TAK U BEIMIE (TIPHYACTHB K WHIYKIHA
cunre3a CK). Tak, npu runeprepmun Hanbojee paHHEH peakiueil pacTUTEhb-
HBIX KJIETOK SIBIISICTCS OTKpBIBaHHWE KaiubIHeBBIX kananoB Tuma CNGC (cyclic
nucleotide-gated calcium channels). IloctynieHue depe3 HUX KanbLUsl B IUTO-
3011b NIPUBOJWT K AKTHUBALUH KAIbMOAYJIHMHA, a 3aTeM 3aBHCHMBIX OT KaJbMO-
IyJIUHA U KaJblUs MPOTCHMHKUHA3. DTU OEIKH-CEHCOPHI KaJIbIUs MOMYTHPYIOT
AKTUBHOCThH TPAHCKpUNIIMOHHBIX (pakTopoB CBP60g 1 CAMTA3/SR1, koTopbie
SIBISIFOTCSL TIO3UTHBHBIMU PETYIATOPAMH SKCIPECCUU TeHA H30XOPU3MATCHUHTA-
3b1 — ICSI(IsoChorismate synthase) 1 Ipyrux reHOB, 00eCIICYMBAIONIUX MIPOIIECC
cunte3a CK [33].

C npyroii cTopoHsl, npuMeHeHne dk30renHoi CK mubo moBkIIeHue ee coaep-
JKaHUS B KJIETKAX 33 CYET CTPECC-MHAYIMPYEMOTO YCHICHUS CUHTE3a MPUBOJIT
K pPOCTY KOHIIEHTpAIIMH MHUTO30I6HOTO Kambiws [34]. Tak, B MHCTHSIX pacTeHHUN
Vitis vinifera, obpaboraunsix CK, cogepxanue nuro3onbaoro Ca?* B KJIeTKax Me-
30¢muIa OBLTO BHIIIE, YeM B KOHTpoJIe. [locie X0r00Boro Witk TeIIoBOro CTpec-
ca 'y pactenuii, oopadboranubix CK, MOBBINICHNE COEPIKAHMS KAIBIUS B IIUTO30-
ne ObuTo OoJiee CYNMIECTBEHHBIM, YeM y HeoOpaboraHHBIX. [Ipu 3TOM 0HO OBLIO
00paTUMBIM U HE TPUBOAMIO K MOBPEKICHUSIM KIETOUHBIX CTPYKTYp [34]. [lpu
BBICOKOTEMIIEpaTypHBIX cTpeccax u AerictBuu 3k3orenHoit CK Ha Ulva prolifera
npoucxoauio onocpenosaHHoe CNGC-kaHamaMu M3MEHEHUE KallbIIUEBOTO To-
MeocTas3a, CIeICTBHAMH KOTOporo Obutn akTuBais MAP-kmHazHOTO Kackana,
NO-curHanuira ¥ B KOHSYHOM UTOTe TAKHUX 3alIMTHBIX MPOIIECCOB KaK IKCIIpec-
CHUSl TEHOB THOPEIOKCHHOB, Pa3NUYHBIX (hopMm cymnepokcumaucmyTassl (CO/I),
DIy TaTHOHIEPOKCHAa3bl U OenkoB TerioBoro moka (BTLH) [35]. Takum obpaszom,
CK-uHAyIMpyeMblid CHHTE3 CTPECCOBBIX OCJIKOB Y PACTEHHH SIBISETCS KaJIbIIHH-
3aBUCHMBIM IPOLIECCOM.

Onnoit u3 peaknuii, Bei3siBaeMbIx CK ¥ BaXHBIX IJIT YyCTOWYMBOCTH pac-
TEHUN K 3acyxe, sBISETCsA 3akpbiBaHue ycThull. B padore Khokon et al.
[36] mokazaHO, 4TO TpH 0OpabOTKe SIHUIECPMHUCA JIUCThEB apabuaorcuca
500 mxM CK ocuunnsuuu [Ca”]lmT npoucxoaunu B 19% 3aMbIKaromux Kie-
TOK, a 6onee 80% 3aMBIKAIOIIMX KJIETOK HE IOKAa3aJiM 3aMETHOIO IOBEIIIE-
nus [Ca*] . OmHako B 3TOi ke paboTe 0OHAPYKEHO, UTO XEJIATOP KalbIHs
OTI'TA (3TUNEHTIUKOIB-0MC(2-aMUHOATIII-3 (DU )TETpayKCyCHAs KHUCJIOTa) H
ONOKaTOp KaJNbLMEBBIX KaHaNOB pasnu4Hbix TunoB LaCl, sHauntensHo mo-
napmsun - CK-mHaynupoBaHHOE 3aKpbIBaHWE YCTHUI. ABTOPHI 3aKIIOUYU-
JIM, 9TO BHEKJIETOYHBIH CBOGOMHBIN Ca’" MOXeT y4acTBOBaThH B MOJIYIISIUH
CK-uHIynupoBaHHOTO 3aKpBIBaHHUA YCTHHI. B Gonee mo3gHmx paboTrax co-
o0mraercsi, 4To MPOLECC OTKPHIBAHUS AHWOHHBIX KAHAJIOB MEIJIICHHOTO THUIIA
(SLAC1), o0yciioBnuBaroIIni 3aKkpbiBaHne yCThUIl NIpH jaeiicTBuu CK, Tpedy-
€T YYacCTHs KaJbIMi-3aBUCUMBIX TIPOTEHHKUHA3 [37].

Axmuenvle ghopmul kuciopooa. AOK B pacTUTEIBHBIX KIIETKaX 00pa3yroTcs B
pEaKIMAX OIHO-, IBYX- U TPEXIICKTPOHHOTO BOCCTAHOBJICHHS KUCIOPONA B pe-
3yJIBTaTe CIIOHTAHHOTO U (PepPMEHTATUBHOTO OKUCIICHHUS Pa3IMIHBIX CyOCTPaToB,
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a Takke B (pOTOMHAYyIUpyeMbIX peaknusx [38]. Cuuraercs, uro u3 Bcex ADK
HauOONBIINNA CUTHAIBHBIN MOTEHIHA UMEET MEPOKCUA BOAOPOAA — MOJIEKya
C OTHOCHTEIHHO TPOAOIDKUTEIBHBEIM BPEMEHEM JKHU3HH, CIIOCOOHAs MPOHUKATDH
4yepe3 KJIETOUHble MeMOpPaHBb!, B TOM YHCcIe TyTeM 00JerdeHHo Tuddys3uu ¢ mo-
MOIIIBIO aKBarmoOpruHOB [39].

Ilepoxcun Bomopona u, BO3MOKHO, apyrue ADK paccmarpusarorcsa B Kade-
CTBE BOXHBIX TIOCPEIHUKOB B peanu3anuu puznonorndeckux spdpexron CK [3].
C npyroit ctoponsl, CK cunTaercst KIFOUEBBIM KOMIIOHEHTOM B CUCTEME TPaHC-
nyknud U amroindukanuy curdanoB ADK [4]. Tlpu atom obpazoBanue ADK B
MEPOKCUCOMAX M XJOPOIJIACTaX PACTUTENbHBIX KIETOK pacCMaTpUBAcTCs Kak
Bo3MOxHBIH Tpurrep cuaTe3a CK [3, 5]. Takum 00pa3oM, cUUTASTCS, YTO OJIUH U3
myTel peanusanuy CUrHaIbHBIX 3¢ dexToB ADK cBs3aH ¢ UX CHOCOOHOCTHIO UH-
nyuuposarb cuHTe3 CK. OcoO0eHHO BaKHBIM 3TOT MEXaHU3M CUMTACTCS MU Bop-
MUPOBAaHUH CUCTEMHON HHIyIIUPOBAHHON yCTOHYNBOCTH PACTCHUI! K TaTOTEHAM.
B atom cnyyae komrekcublit curdan AOK/CK uHayupyer psj 3alluTHBIX pe-
akuuii, B ToM ymcie cunte3 PR-6enkoB [40]. B To jxe BpeMsi ajanTUBHBIE MPO-
LECCHl y PACTEHU, CBA3aHHBIC C YCTOHYMBOCTRIO K a0HOTHYECKIM CTpeccopam
U HHAYLIHpPyEMBbIe IEPOKCUAOM BOIOPOAA, O-BUIUMOMY, MOTYT OCYIIECTBIISATHCS
u 6e3 yyactust CK. Tak, n3yuenne peaknuu aHTHOKCUIAHTHONW CUCTEMBI B OTBET
Ha 00paboTKy MEPOKCUAOM BOAOPOAA U ACHCTBUE COIEBOTO CTpecca y apabuon-
cuca aukoro tumna (Col-0) u canunuiar-1eUIUTHBIX pacTeHUH, TpaHCHOpMUpo-
BaHHBIX T€HOM OaKTEepHAIBbHON CaluIUIaTTuaApokcuiassl (Nah(G), mokasaio, 4to
3TH TpaHC(HOPMAHTHI 00ananu OoJiee BEICOKO 0a30BOM CONEYCTOHYHBOCTHIO, &
UX PE3UCTEHTHOCTH NpU 00paborke sk3orenHsiM H,O, unmynmposanace Gosee
3aMETHO, YeM PACTCHUI TUKOTO TUMA. JTO HPOSBILLIIOCH B COXPAHEHHHU y pacTe-
Huil NahG mipu coIeBOM cTpecce POCTOBBIX MOKA3aTeNel U IMyna XJI0po(hUILIOB,
OIHM3KHX K OECCTPECCOBOMY KOHTPOIIO, BEICOKOM aKTHBHOCTH aHTHOKCHAAHTHBIX
¢epmenToB [41]. He uckiarodeHo, 4TO OAHONW U3 MPHUYUH BHIPAXKCHHOW CIOCO0-
HOCTH CAMIMIATACUIUTHEIX pacTeHnd NahG K TMOAIepKaHUIO OKHUCIUTEIIh-
HO-BOCCTAaHOBHUTEJIBHOTO TOMEOCTA3a SIBJIAETCS BBICOKAas KOHCTUTYTHBHAS aK-
THUBHOCTPH TBAsKOJIIICPOKCHIA3Bl. B CBOIO oUepenp, yCIOBHEM A HOAICPKAHHS
BBICOKOM aKTMBHOCTHU NEPOKCHJA3 Yy 3THX PAaCTEHUH MOXXET OBITh MOBBIIICHHOE
cojiepkaHue Karexona [42], cmtocOOHOTO BBICTYTATh B POJIM BOCCTAHOBUTEISI IIPH
o6e3spexuBanu H,O, B IEPOKCHIA3HBIX PEAKIIHUAX.

Kak yxe ormedanocs, HauboJee paHHSS THIIOTE3a O MEXaHW3Max peajm3a-
uuu d¢ppexkror CK 6azupoBasiack Ha JaHHBIX O €€ CIIOCOOHOCTH MHTUOUPOBAThH
KaTajasy U TeM CaMBIM CIIOCOOCTBOBATH HAKOIUICHHWIO IEPOKCHIA BOIOpOIA B
kieTkax. OfHaKo mo3Hee ObLIO0 0OHAPYKEHO, UTO TaKue A(P(EKTHI MPOSBIAIOTCS
IIPY ZOCTATOYHO BHICOKHX KoHIeHTpanusx CK u He y BCex HCClIeayeMBIX BHIOB
pactenuii [43]. B cBsi3u ¢ 3TUM B paje padoT U3ydaiu BKJIAL APYTUX (pepMeHTOB
B TIOBBIIICHHE COMEPIKAaHISI TIEPOKCHIAa BOIOPOAa B PACTUTENBHBIX KIETKaX IpH
neiictBun CK. OOHapyskeHO, 4yTo 00paboTKa KyAbTYyphl KJIETOK apUKAHCKOTO
npoca CK BBI3BIBalla OKUCIUTEIHHYIO BCIIBIIIKY, O0YCIOBICHHYIO B OCHOBHOM
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yBenuuenneMm aktuBHOCcTH HAJI®H-okcunaszer [44]. Ox3orennass CK BEI3bIBa-
Jla yCWJIEHHE TeHEepaluy CYNepOKCUIHOTO pajuKaia U MEpPOKCHIa BOLOPOAA B
KIIETKaX JIUCThEB parica [45]. DTOT 3P PEKT COMmpOBOKTAICS MOBHIIIICHUEM aKTHB-
Hoctu HAJI®H-okcuaassl. YcuieHue reHepanuy CyepoKCUIHOIO aHUOH-palu-
Kajla KOJIEONTHIAMU MIIEHULBl, Tpoucxonsiee nox BiusHueMm CK, yraeranocs
unruouropamu HAJIOH-okcnaassl uMuaazonom u o-HadromaoMm [46]. C mpyroit
CTOPOHBI, Ha 3TOM K€ 00BEKTE IOKa3aHO YaCTHYHOE yCTPAHCHHE BHI3BIBAEMOTO
CK addexra ycunenns reaepaunn AOK u ”HTrHOUTOpOM MEPOKCUAA3BI CATUITHII-
THIPOKCaMOBOH Kuciiotoi [47]. Takum 00pa3oM, €CTh OCHOBAaHHS ToJararb, 4To
B CK-unayuupoBanHoMm ycuieHuu oOpa3oBaHusi ADK Ha MOBEpXHOCTH KJIETOK
KOJICOTITHIICH 3a/IeCTBOBaHBI Kak MUHUMYM JaBa (hepmenTa — HA JIOH-okcnasza
Y BHEKJIeTOUHas nepokcuaasa. Pons CK B perynsnuu akTHBHOCTH BHEKIIETOUHBIX
¢dopm nepoxcuaas, renepupyromux ADPK, mokazana u B 6ojiee paHHUX HCCIIEI0-
BaHusx [48, 49].

Ha 3aMpIkarommx KIIeTKax SHHISpMICa apaOumolcuca IMOKa3aHO, YTO BBI-
3piBaeMoe CK ycuiieHHe reHeparuy CynepoKCHIHOTO aHHOH-paguKaia OIoKu-
POBANOCh MHTHOUTOPOM MEPOKCHAA3Hl CATHIIITHIPOKCAMOBOM KHCIIOTOH, a
unrubutop HAJI®H-okcugass! 1udeHUNEeHHOIOHUYM TIOYTH HE BIUSI Ha TOT
a¢dext [36]. YeuineHue reHepaiy CyrepoKCHIHOTO pajruKala 1 MepoKCHaa BO-
JI0pOJia 3aMBIKAIOIIMMH KJIETKAMHU C y4acTUEM MEPOKCUAA3bI ABISIETCS HEO0OXO-
JUMBIM JUTS TIPOSIBIIEHUS () deKTa 3aKpbIBaHUs YCTHHI Tpu 00padotke CK [36,
50, 51]. C apyroii cTopoHsl, B paboTe [52] moka3aHo, YTO BbI3bIBaeMoe 00pa-
0otkoit CK 3akpbiBaHHE YCTBHIl Y apaOHIONCHCA YCTPAHSIOCh WHTHOUTOPOM
HAJI®H-okcuaassl q1upeHUIeHHOTOHUYMOM U HE MPOSBISIIOCh Y MYTaHTOB 10
Katayutuaeckoir cyowenuuuine HAJIOH-okcunasel rbohD, rbohF wu rbohDF.
ITpu stoMm BBI3BIBaeMble CK a¢exTs yecunenus renepanun AOK u 3akpriBaHUs
YCTBHUI] HUBEIHPOBAIUCEH NIeHCTBHEM OyTaHoMNa-1 — MHTHONTOpA, 3aBHCUMOTO OT
¢ochonunassr D o6pazosanust GpochaTunHoNi KUCIOTH. ABTOPBI IPEANONIAratoT,
gro BbBBIBacMoe CK moBwImenne akTuBHOCTH (ocdonmmassl D u HakoruieHne
¢docharuanoil kucnorel mpuBoAaT K axruBanuu HAJI®H-okcupassl u ycuie-
Huto reHepanun ADK, KoTopble HEOOXOMUMBI JUIS PETYJIATOPHBIX 3PQPEKTOB,
o0ecTeunBaOINX 3aKpbIBaHuEe YCThUIL [52]. TakuMm 0O6pa3oM, B paboTax pa3HbIX
aBTOPOB, BHITIOJIHEHHBIX Ha pacTeHUSAX apabumoncuca [36, 50-52], caenaHo 3a-
KIIIOUEHHUE O PA3IMYHbIX MeXaHu3Max ycuieHus renepaunn ADK nox aelictBuem
CK — cBsI3aHHBIX C aKTHBHOCTBIO mepokcuaasbl 6o HAJIOH-okcunasel. [Ipu-
YUHBI TAaKUX Pa3Uyiii OOBbACHUTH MOKa CIOXKHO. B nccienoBanuu [36] addex-
ToI TeHepannu ADK B smmnepmrice MUCTKa (GUKCHPOBANINCH THCTOXUMUYECKAMHU
MeTogamu yepe3 30 MuH nocne Hauyana aeiicteus CK, B To BpeMs kak B paboTe
[52] mpuBoAATCSA AaHHBIE, MOJyYEHHbIE XEMUIIOMUHECLIEHTHBIMU METOAAMHU B
TeueHue nepBbiX 15 MuH BozzaeiicTBus CK. He nckioueHo, 4ToO B BHI3HIBAEMOM
CK ycwuiennu renepanun AOK Ha KI1eTOYHON TOBEPXHOCTH MOTYT OBITH 3a1eH-
CTBOBaHBI Kak nepokcunasa, Tak 1 HAJI®H-okcunasa, HoO MX BKJIa1 MOXKET OBbITh
Pa3iIMYHBIM B 3aBUCUMOCTH OT BPEMEHH.
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Yennenne o0pa3oBaHUsI MEPOKCHIA BOIOPOAA B PACTHTENBHBIX KIETKAX IO
neicteueM CK Takxe MOXET ObITh CBS3aHO C MHTHOMPOBAHUEM CYKIUHAT/IC-
THUAPOTEHA3bl B MUTOXOHApHUAX [53]. BosmoxkHo, uTO paszHpie Mexanm3mbl CK-
WHAYLIUPOBAaHHOTO ycusieHus reHepanun ADK pacTuTenbHbIMU KIETKaMU MOTYT
HaXOAUTHCS B (DYHKIIMOHAJIHHOM B3aMMOACHCTBHU MEXIY COOOH, OZHAKO HTOT
BOIIPOC OCTAETCS HEUCCIIEJOBAaHHBIM.

Oxcuo azoma (NO) SIBISETCS OJHUM M3 BOKHEUIIIMX KOMIIOHEHTOB CUTHAJTh-
HOM CETH KJIETOK pacTeHU U >kuBOTHBIX [54]. NO y pacTeHHil MOXXEeT 00pa30BbI-
BaTLCS 110 BOCCTAHOBHUTENBHBIM I IO OKHCIUTEIBHBIM IMyTsM [55]. BoccTano-
BUTEJIBHBIN MYTh MPE/IIONaraeT UCIO0Ib30BAHUE B KAUECTBE CYOCTPAaTOB HUTpPATA
WM HUTPHUTA B PEAKNMAX, KaTaIM3WPYyEMBIX HUTPATPEOyKTa30d, CBS3aHHOH c
I1a3MaTudeckoil MeMOpaHoit HUTpUT-NO-peyKTa3oi U JOKaJIH30BaHHOM B Ie-
pOKCHCOMax KCaHTHHOKCHUIOpEAyKTa3ou [56, 57].

VY pacreHuit MexaHU3M 00pa30BaHUs OKCHUJIA a30Ta OKUCIUTEIBHBIM TyTEM U3
L-apruanHa 10 cux mMop ocTaeTcs MpeAMETOM TUCKYCCHH, TIOCKOIBKY TOMOJIOTH
NO-cunTa3s! (NOS) KHBOTHBIX 00HApY’KEHBI TOJBKO Y 3€JIEHBIX BOAOPOCIEH, HO
He y BeIcmux pacTtennit [58]. B HacTosee Bpemst cuuTaeTcsi, 4To Ha3eMHBIE pac-
TeHUs He UMEIOT TUTUYHON NOS ®KUBOTHBIX. OIHAKO BO3MOXHO, UYTO Y BBICIIUX
pacTeHHii B IEPOKCHCOMaX MUMEIOTCsl Oenku, oTingHble oT NOS, HO criocoOHEIe
reHepupoBatb NO, ucnonb3yst L-apriuHuH B kadecTBe cyOcTpara. JTa peakuus,
Kak U Karammupyemass NO-CHHTa30i1 KHBOTHBIX, MOXKET IIPOUCXOIUTE TIPH Ha-
nuunn HAJIOH, ®MH, A/, kaneMoyinHa 1 HOHOB Kanbius [55, 58].

Mexny okcunom a3ora M CK kak CHTHAIBHBIMH MOJIEKYJIAMU CYIIECTBYIOT
CIIOXKHBIE CBSI3U, XapPAKTEP KOTOPBIX OCTAETCA BO MHOT'OM HEBBIACHEHHBIM. C ofHOM
CTOPOHEI, OKCH a30Ta, Hapsny ¢ ADK, paccMarpuBaeTcsi B KaeCTBE MOCPEIHIKA
B peanuzanuu gusunonorunyeckux dpdexros CK [54]. B To xe BpeMs: OTaenbHbIE
3¢ deKTHI OKCHIa a30Ta KaK CUTHAIEHOH MOJICKYIIBI TAKKE MOTYT HPOSIBISITHCS TIPH
nocpenauyectse CK. JlocTatouHo gaBHO U3BeCcTeH 3 eKT MOBBILICHUS COIepIKa-
nus CK B kierkax Tabaka moj BiamsHueM 3k3oreHHoro NO [59]. ITokazaHo, 4To
y pacTeHuil Tabaka, TpaHC(OPMUPOBAHHBIX TEHOM OaKTepUATBbHOMN CaMIUIATIH-
npokcwiasel (NahG), on BmusiareM oHopa NO He pa3BHBaIach YCTOMUHBOCTH K
BUpycy Tabaunoi Mo3auku [60]. Tpancdopmarus pacteHuil Tabaka JUKOro TUIA
rerHoM HelporanbHOH NO-cuaTass! (nNOS) MIEKOMUTAIOMINX BbI3bIBAJIA PA3BUTHE
pesucteHTHOCTU K Phytophthora parasitica var. nicotianae [61]. OqHako nBOIAi-
HbIe TpaHchopMmaHThl Tabaka nNOS/NahG He TIPOSIBISUTA YCTOWYUBOCTH K ATOMY
naroreny. ¥ TpanchopMmaHTOB apabujoncuca NahG, B OTIM4YHMe OT paCTeHUH Iu-
koro Tuma (Col-0), moj BIUSHEEM 3K30I€HHOTO OKCHJIAa a30Ta He aKTHBHPOBAJIACH
JKCIIpeccus TeHOB, Konupyonmx PR-6enxu [62]. C apyroii CTOpOHBI, Y CaHIIU-
naTnepUIUTHRIX pacTeHUH OTMeJanach 3aBHCHMAas oT A {D-prbo36l HHIYKIHSL
(heHMIIaTaHHHAMMOHHUITHA3E] TIO]] BIMSHUEM JOHOPOB OKCHJA a30Ta, YTO CBUJIE-
TENBCTBYET O HAIMYHHK MyTer Tpancaykimu curaana NO, He cszanabix ¢ CK [63].

Jus BesicHeHust Bo3MoxkHoro ydactust CK B nepenade curHana NO, uHayu-
PYIOIIETro pa3BUTHE COJIEYCTONYNBOCTH PAaCTEHHH, MBI CPDaBHIBAJIH PEAKIIHIO pac-
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TeHMI apaOuIoTICHCca JUKOTO TUTIa ¥ TpaHchopMaHToB NahG Ha 06paboTKy JIOHO-
poM okcHa a30Ta HuTpompyccuaom Harpust (HITH) u gelictBue coneBoro ctpecca
[64]. Oxkazasioch, uto 00padoTKa JoHOPOM NO HHIYITUpOBaJia COJIEYCTOMYMBOCTh
pacTeHuil 000X TeHOTHIIOB, YTO BBIPAXKaJOCh B CHMXKEHHU WHTHOMPOBAHUS MX
pocTa, YMEHBIICHUN OKHCIHUTEIBHBIX TOBPSKICHUN M COXpaHEHHH ITyJia XJO-
poduiioB B nmuctThsix. Iposenenue Takoro sddexra nonopa NO y camunmiar-
IeQUIUTHHIX pacTeHuid NahG maeT OCHOBAaHUS IIOJIarath, YTO MHIYIIMPOBAHIE
MPOTEKTOPHBIX CUCTEM, 33/]eHCTBOBAHHBIX B PEAKIIUU Ha COJIEBOM CTPECC, IPOUC-
XOIHT B OCHOBHOM Ue€pe3 CaJIHIMIATHE3aBUCUMBIC CUTHAIBHEIC IyTH. 3aMETUM,
yT0 B pabote Grun et al. [65] ¢ ucrnonb3oBaHreM TpaHCPOPMAHTOB apabuorncuca
NahG 6110 TTOKa3aHO HE 3aBUCHMOE OT CAHIIOBON KHCIOTH HHAYIIUPOBAaHUE
OKCHJIOM a30Ta T'e€Ha aJIbTePHATUBHOI OKCHAA3bl, Y4aCTBYIOLIEH B oOeceueHHH
3aIIUTH PACTEHUH OT OKUCIUTEIEHOTO CTpecca.

Oxcupn a3ora, MO-BUIMMOMY, SBISETCS BaXHBIM YYaCTHHUKOM TPAaHCIYKIMU
curnaioB CK. IToka3zano nossienne koanuectsa NO B orBeT Ha aeiicteue CK
y pacteHuit cou [66] u xeHbiueHs [67]. B To xe Bpems mpu obpaborke CK B
KOPHSX TOMAaTOB, OABEPTHYTHIX COJICBOMY CTPECCY, OTMEYaIoCh CHIDKEHHE CO-
JeprkaHus okcuja asoTa [68]. [lokazaHo, 4T0 06pabOTKa MPOPOCTKOB MIICHUIIBI
CK BBI3BIBajIa TPAaH3UTOPHOE (B TEUCHHE ITEPBEIX IBYX YaCOB) ITOBHIIICHUE B HIX
cozpepxkanus NO [69]. ITo Bceit BepoSTHOCTH, IEPOKCU BOJOPOJA B CUTHAJIb-
HOU TenH, (PyHKIMOHMPOBABIIEH B NAHHBIX SKCHEPHIMEHTAIBHBIX YCIOBHSX,
pacnonioker Bbie NO, MOCKOJNIBKY CaNWIMIATHHIYIIUPOBAHHOE MOBBIILICHUE
comepxanuss NO B KOpHAX yCTpaHsIoch 00paboTkoii ckasenkepom H O, -
METHIITHOMOYEeBHHOM [69]. M3BecTHO, 4TO TOJ] BIMSHHEM IEpOKCHIa BOIOPOJa
MOXXET aKTHBHUPOBATHCS IO KpaifHell Mepe OMH U3 OCHOBHBIX (DepMEHTATHBHBIX
uctounnkoB NO — Hutparpeaykrasza [70]. [To-Bugumomy, nepoKCHl BOIOpOIa U
OKCHJI a30Ta BBICTYIAIOT B POIM MOCPEOHUKOB B mHAynupoBanuu CK peakiuid,
HEOOXOIMMBIX JUIS Pa3BUTHS TEIJI0YCTONYMBOCTH IPOPOCTKOB MIlleHUIIBL. VX 00-
paboTKa aHTHOKCHIAHTOM, TUMETHITHOMOUEBUHON U ckaBeHkepoM NO PTIO
(2-phenyl-4,4,5,5-tetramethylimidazoline-1-oxyl-3-oxide) ycrpansna s¢dexr
MTOBBIIICHNS] BEDKUBAHUS POPOCTKOB IMIIEHHUIIBI TIOCIIE TEIIOBOTO CTPECCa, BEI-
3bIBaeMbIi 3k3orenHo CK [69].

[Noxoxwue pe3yasTarsl OBUTH MONXYYeHBI ¥ IpH uHAyIHpoBanuu CK ycroian-
BOCTH HPOPOCTKOB KyKYypy3bl K OCMOTHYECKOMY CTpeccy, Bbi3biBaeMoMy [10T
6000. ITog Bmussauem CK oTMe4anocs 3HAYMTENHHOE TIOBHIIIICHUE B HUX COAEP-
*aHusg okcuaa azota [71, 72]. IIpu atom o6padotka CK ycumnuBana HakoIIeHHE
MPOJIMHA W CaxapoB B MPOPOCTKaX, MoBhImana akTuBHOCTh H-AT®a3p1, a cka-
Benkep NO PTIO ycerpansan stu adpdexrst CK [71]. Taxxe BozaeiictBue CK
CIIOCOOCTBOBAJIO COXPAHEHHIO B YCIOBHUIX OCMOTHYECKOTO CTpECcCa SKCIPECCHU
reHoB 1 akTuBHOCTH PYBUCKO 1 onHo 13 hopM KapOoaHTHapa3kl, a B IPUCYT-
CTBHM CKaBEHKEpa OKCHA a30Ta 3TH dPPEKTH HEe MPOSBISLIUCH [72].

006 yuactun NO B peanuzaiuu ¢pusuonorudeckux spdexros CK caunerens-
CTBYIOT PE3YJIBTaThl, TOTyICHHBIE TIPH M3YICHIH BIIMSHUS CTPECCOBBIX KOHIICH-
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tpaunii CO, na pacrenns Camellia sinensis L. YcTaHOBIEHO, 9TO 3TOT CTPECCO-
BbIi1 (hakTOp BBI3BIBAJ MOBHILIEHUE coiepkanus B pacTeHusx CK, okcuaa azora u
(raBononoB [73]. Ox3oreHnbie CK u joHop NO HITH Taxke BBI3bIBAIN HAKO-
mwieHue ¢gpruaBoHOUI0B. AHTaroHucT cuHTe3a CK makimoOyTpas3on U cKaBeHKEp
NO PTIO npensTcTBOBaJIM HAKOIUICHWIO (DIIABOHOWIIOB B OTBET Ha JCHCTBHE
MOBBIIICHHBIX KOHIEHTpAIMi yrekuciaoTsl. [lpu aToM 00paboTka pacTeHuit na-
K100y Tpa3oioM cHuMaa 3¢ ¢ekT noBbIeHus coaepxkanus NO, B To BpeMs Kak
cesazbiBanre NO ¢ momomrsio PTIO He Bnusuio Ha copepkanune CK. Takum 06-
pasom, NO sBnsiercs mocpeaankoM B CK-3aBUCMMOM HaKOIJICHUH (IIABOHOUIOB
pactenusmu C. sinensis [73].

Oxcnp a3ota, HapsAy ¢ IEPOKCHUAOM BOJOPOAA M HOHAMH KaJIBIHSI, MOJKET IIPH-
HUMaTh ydactue B BbizbiBaeMoM CK 3akpbiBanun yctbull. 3BectHo, uto NO, Kak
n CK, OBICTpO HAKAITMBACTCS B PACTCHUSIX TIPH WHPHUITUPOBAHUH WM 00paboTKe
AIIMCUTOPAMH, aKTUBUPYS 3aLIUTHBIE TEHBI, @ B HEKOTOPBIX CITy4asix BbI3bIBAsI peakK-
[0 CBEPXIYBCTBUTENBHOCTH [74]. Yuactne NO B camumuiiar-uHIyIHPOBaHHOM
3aKpbIBaHUU YCTBUI] Y Vicia faba moxa3zaHo MHTUOUTOpPHBIM MetonoM. IloznHee
MPSIMBIMA METOZIaMH ObIIO ycTaHOBIEHO, 4To CK BBRI3BIBaNA YBETIUCHUE KOITMYE-
ctBa NO B 3aMBIKalOIIMX KJeTKax apabumorcuca [75]. 10T 3pdeKT moaHOCThIO
ycTpaHsics ckaBeHmKepoM okcuaa azora PTIO u wactnyno marnOutopamu NO-
cuHTa3bl KUBOTHBIX (L-NAME) u HuTpatpemykrasbl (Bolb(hpaMaTroM HaTpus).
[pu TOM yKa3aHHBIE MHTHOUTOPHI IIPAKTHYECKU MTOTHOCTHIO HUBEIIMPOBAH BEI-
3BIBAEMOE CANIMIMIIATOM 3aKpbiBaHue ycThull. Yuactue NO, oOpa3yrormierocs Boc-
CTaHOBHUTEIFHBIM IIyTE€M, B MHIAYIIMPOBAHUN 3aKPBHIBAHUS YCTBHHI] TIOATBEPIKICHO
Y C UCTIOJIb30BAHUEM MYTAHTOB [0 HUTpaTpenyKTaze. Y pacTeHuil apabuporncuca
nial v nia2 3aMpikanue ycThuIl oy BiussaueM CK nposiBisutoch ciabee, yeM y Jd-
KOT'O THIA, 8 y ABOMHBIX MyTaHTOB nial/nia2 He MPOSIBISLIOCH Boob1e [75]. Takxke
WHTUOUTOPHBIM METOJIOM ITOKa3aHa poib porerHkrHa3, I M® u A JID-pu6o3bt
B BbI3biBaeMoM CK Hakomiennu NO 1 3aKpbIBaHUH YCTBUIL Y pacTeHui A. thaliana.

Ha yuactue NO B peanuzanuu ctpecc-nporekroproro aevictsusi CK xocBen-
HO MOTYT yKa3bIBaTh U MHOTOYMCIICEHHBIC JaHHBIE 00 YCHJIEHHUH 3aIUTHBIX d-
(hexroB ipu coBMecTHOM npumenenun CK u qoHopa okcuna azora HITH mst nn-
JQYLUUPOBaHUs YCTOMUMBOCTH PACTUTENLHBIX OOBEKTOB K CTPECCOpaM Pa3IU4HOM
npupozpl. Tak, mpu coBMecTHO# 00padoTke CK u moropom NO HITH pacrenuit
Lablab purpureus L., BRIpalllUBa€MbIX B yCJIOBUAX THIIEPTEPMUH, ObLITH 3a(UKCH-
POBaHBI MOBHIICHHOE CONEpKaHUE (POTOCHHTETHISCKUX MUTMEHTOB B JIUCTHSX,
MEHbIlIasi MHTEHCUBHOCTh OKUCIUTENBHOIO CTpecca, 00jiee BHICOKHE 3HAYCHHS
AKTUBHOCTH aHTHOKCHJIAHTHBIX pepmenToB (CO/l, karana3ssl, ackopOaTiepoKcH-
J1a3bl ¥ Iy TaTUOHPELYKTa3bl), COJEPKAHUS aCKOPOMHOBOW KUCIIOTHI U Ty TaTHO-
Ha, 4eM y pacteHnid, oopadoranabix CK n HITH mo otnensHocTH [76].

Coobimaercs o nmonoxkutensHoM BiusiHuK komOuHanuu CK u gonopa NO Ha
YCTOHYHMBOCTh pacTeHUil K HU3KHM Temrieparypam. B pabdore Esim u Atici [77]
MoKa3aHo 0oJjiee MOJIHOE MPENIOTBpAlIeHUE TOCTENCTBUI XOJIO0A0MHIyIUPOBaH-
Horo (3-mHeBHOe neiictBue Temmeparyp 2—5 °C) OKHCIMTEIBHOTO CTpecca y
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HEMOPO30YCTOHYHBOTO (SIPOBOTO) COpTa MINEHHUIBI pU (QoapHO 00paboTKe
xomOuHanueit CK u HITH. Taxxe uccnenoBaHo BIUsSHUE MTPaliMUHTa CEMSH O3H-
Mot msrkoit nmennibl CK u gonopom NO HITH mo otaenpHOCTH B COBMECTHO
Ha (GOPMHUPOBAHUE MOPO30YCTOMUHNBOCTH STHOJIMPOBAHHBIX MTPOPOCTKOB MIIECHH-
IIBI TIPH UX 3aKAJTMBAHUH [IPU HU3KHUX MOJOKHUTENBHBIX TeMIreparypax. [lokazano
MOBBIIICHNE BBIKUBAHHUS IIPOPOCTKOB IMOCIIE MPOMOpakuBaHus npu —6 u —8 °C
o, BimsstHueM kak CK, Tak w HITH [78]. Eme Gonee 3aMeTHBIM OBUT ITPOTEK-
TOpHBIH 3¢ ekt 06padoTku cemsH «kokTteinem» CK u HITH. Ilpu coBmMecTHOM
ucnoip3oBanuu CK u goHopa NO B mpopocTkax HaONIOJald JOTOTHUTEIEHOES
noBbitieHre akTuBHOCTH COJl 1 comepikaHus caxapos.

[penmoceBnas obpadorka cemsn mmennisl CK cHIDKana yraerenne pocra
pacteHuit npu nmouBeHHo 3acyxe [79]. Takol e 3(h(eKT BHI3BIBAIO ONPBICKUBA-
HUE TIepes1 3aCyXor pacTBopaMu ToHOpa okcuaa azora HITH. 3amuTHoe netictBre
YCHIIUBAJIOCH TIPU codeTaHuu 00paboTku ceMsiH CK B HU3KMX KOHIIEHTPALIUAX C
onprickuBanueMm pacrennit HITH [79]. Takas oO6paboTka MomuguIposaia ax-
TUBHOCTb aHTUOKCHJAHTHBIX ()epMEHTOB U HAKOIICHHE TPOJIMHA B JIUCThsX. [1o-
XOJKHI€ PE3Y/BTaThl OBUIH MOTYIEHBI TP H3YIeHIH KOMONMHIPOBAHHOTO JCHCTBHS
CK u HITH na pactenus Carthamus tinctorius L. B yCIIOBHSIX MOJIEIBHOM 3aCyXH,
coznaBaemoit neiicteueM [191 [80]. KomOunnposanuoe Bo3neiicreue CK u HITH
MIPUBOAMJIO K OoJiee CyIeCTBEHHOMY MOBBIIIeHHIO akTuBHOCTH CO/] 1 KaTtanaszel
0 CpaBHEHHUIO ¢ AP PeKTaMu KaxIoro (hakropa 1Mo OTIeIBHOCTH. B To ke Bpemst
cofiep KaHue MPOJIMHA B YCIOBUAX 00€3BOKUBAHNSA B BADHAHTE C KOMOMHHUPOBAH-
HbIM AeiictBueM CK u HITH 6buto Hike, yeM B BapuanTe Tojibko ¢ CK.

Yeunenue neiictBust CK Ha pacTeHHs pa3HbIX BUJOB B MIPUCYTCTBUU JJOHOpA
NO nokazaHo U B YCIOBHAX COJIEBOTO cTpecca. Tak, CMArdeHHe pOCTHHTHONPYIO-
LIEro AeHCTBUS 3aCONEHuUs Ha pacTeHus BUrHBI B pucytcteun CK u HITH 65110
0oJyiee 3aMETHBIM, YeM TIpU 00pabOTKe KaKIbIM COCTUHEHHUEM B OTACIBHOCTH.
Bonee cymiecTBeHHBIM Takke OBUIO MOJIOKUTENbHOE BiugHUEe KomMOuHamu CK
u noHopa NO Ha ToKa3areNiu CoAepKaHHs MUTMEHTOB, (POTOCHHTETHYECKOH aK-
TUBHOCTH, COZIEPKaHUs IPOJNHA, IUIMHOETaNHA U CaXapoB, aKTUBHOCTH aHTH-
OKCHJIAaHTHBIX (DEPMEHTOB M HU3KOMOJICKYJIAPHBIX aHTHOKCHIAHTOB [81]. Taxxke
«xokteitnby u3 CK u HITH oka3zbiBan 6osiee 3aMeTHOE IO CPABHEHUIO € KaXKIBIM
COCIMHEHNEM TI0 OTICIBHOCTH CTPECC-IIPOTEKTOPHOE AEHCTBHE HA PAaCTCHUS
ropoxa B YCJIOBHUSIX 3aCOJICHHUS, YTO MPOSIBISIIOCH B Oojiee 3aMETHOM MHTHOUPO-
BaHWM Pa3BHUTHs OKHUCIUTEIRHOTO CTpecca W Ooliee CymIeCTBEHHOM WHIYIHPO-
BaHUM aKTUBHOCTH aHTHOKCUIAHTHBIX ()EPMEHTOB U HAKOIUIEHUS] COBMECTUMBIX
ocMouToB [82].

Ceposooopoo. Hapsimy ¢ OKCHIOM a30Ta K KJIFOYEBBIM MOJIEKYIaM-Ta30TpaHC-
MHUTTEPAM B KJIETKAaX PaCTEHUH H )KMBOTHBIX OTHOCHTCS ceposonopon (H,S) [14,
83]. OnuuM u3 OCHOBHBIX IyTel cunTe3a H S y pactenuit cunraercs npespaiie-
HUe L-1ucTenHa B UPyBaT ¢ BBICBOOOXKICHUEM CEPOBOAOPOIa U aMMOHUS [84].
Orta peakuusi Karajausupyercs L-mucrenHaecyabPTruapazoil, KOTopas MOXKET
OBITH JIOKAIM30BaHA B IUTOIIIa3Me, INTACTHAAX M MUTOXOHAPHAX. Takke BO3MOXK-
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HO 00pa3oBaHHe CepoBOAOpONa U3 D-IMcTenHA 1Mo ISHCTBHEM HaXOISAIIEHCs B
nutoruiazmMe D-uucrennaecynbdruapasst [85].

K nacrosmemy BpeMeHH IIOKa3aHO yCHIEHHE CHHTE3a CEPOBOIOPOIA Y PacTe-
HUM IpHu AEHCTBUU CTPECCOPOB Pa3IUUHON MPUPOEI [86], a TaKkKe BO3MOXKHOCTb
UHIyIMPOBaHUA yCTONUMBOCTH 3K30reHHbM H S [14, 15]. Tlo nannemM Tpanc-
KPUIITOMHKH, CEPOBOIOPO]] KaK CUTHAJILHBIN MTOCPEAHUK MOXKET OBITh 3a]1eHCTBO-
BaH B TPAHCIYKINH CUTHAJIOB MPAKTHYECKH BCEX KJIACCOB (PUTOTOPMOHOB: ayKCH-
Ha, ABK, tMTOKMHIMHOB, rTHO0EPETTMHOB, STHUIIEHA, CATUIUIOBON 1 dKACMOHOBOM
kucior [87].

B pa6ore Li et al. [88] mokazaHo, 4TO HHIYLIUPOBAHUE UX TEIUIOYCTONYUBOCTU
sk3orerHol CK commpoBOkIanoch MOBBIIEHHEM COACpP)KaHHS CEpOBOIOPOIa B
noberax. Taxke ¢ UCHOIB30BaHUEM NMPOPOCTKOB KYKYpYy3bl TOKAa3aH CHHEPrHUe-
CKUH 3P PEKT aKTUBAINN aHTHOKCHIaHTHON CHCTEMBI IPH COBMECTHOM JICHCTBHH
CK u noHopa ceposogopoza NaHS [89]. B Hamux skcriepuMeHTax 0OHapyKEHO,
9t0 npu Bo3zaeiicTBuu CK MHIyIINpOoBaHNIO aKTHBHOCTH aHTHOKCHIAHTHEIX (ep-
MEHTOB B KOPHSX MPOPOCTKOB MIIEHHIIBI MPEIIISCTBOBAIO MOBBIIICHUE SHO0-
TeHHOTO cojepkanus cepoBomoposa [90]. [Ipu 3Tom 0O6paboTka HHTHOHTOPAMH
L-uucrennnecynbdruapassl IpensTCTBOBaIa aKTUBAIMA aHTHOKCUJAHTHOH CH-
CTEMBI U Pa3BUTHIO TETUIOYCTONYMBOCTH IIPOPOCTKOB IO BIMSHUEM CaJIHIIHIIO-
BOM KHCJIOTBI. DTO CBUAETENLCTBYET 0 ponu H,S kak mocpennuka B peanusanuu
€€ CTPEeCC-TIPOTEKTOPHBIX 3P PeKToB.

JlelicTBHe HU3KHX TEMIIEpaTyp Ha HPOPOCTKH OTyplia BBI3BIBAIO TPAH3UTOPHOE
noBbItiieHue B HUX coxepxkanus CK [91]. Mx ob6paborka CK ycunmBana Hakoruie-
HUE TpaHCKpUNToB L- u D-mucrennnecynshruapas, NoBbliana uX akTHBHOCTh U
TeHEPalrIo CEPOBOIOPONIA, B TO BpeMs Kak oOpaboTtka nonopom H,S rumpocyis-
¢unom Hatpus He BiaMsia Ha copepxkanue CK. Ok3orenHoe BozzaeiictBue CK u
NaHS cwmsiruano nposiBieHre OKHCIUTENFHOTO CTPECCa, BEIZBIBAEMOTO JCHCTBHEM
Hu3Kkux TeMieparyp. [pu stom a3 dextsr CK He TposBISITUCH B IPUCYTCTBUH CKa-
BEHIDKEpa CEpPOBOIOPOIa THIIOTAYpPHHA, B TO BpeMsl Kak MHrHONTOp cuHTe3a CK
MaKJI00yTPa30Jl He BIMSI Ha MPOSBIEHUE CTPECC-IIPOTEKTOPHOTO IS CTBYS JOHO-
pa HZS [91]. ABTOpPHBI AETAIOT BBIBOJL O TOM, YTO B CUTHAJILHOU IETIH, HHIYIHPYTO-
mieit pa3BUTHE XOIO0YCTOHINBOCTH OTypLa, CepoBoAopo Haxoaurcs Hike CK.

Dddexr maaynmposanust CK ycToWdrMBOCTH pacTeHWi mepra K 0CMOTHYe-
CKOMY CTpecCy TakXke OKa3aJICsl 3aBUCHMBIM OT cepoBojopoaa [92]. Obpabotka
pacrennii CK moBpImana B HUX coIepikaHHE CEpPOBONOPOAA, aKTUBHOCTE (ep-
MEHTOB aCKOpa0aT-ITyTaTHOHOBOTO IIUKJIA U OTHOCUTENBHOE COJIEP KaHNE BOJBI B
mucThsX. OTH 3¢ dexTsl CK He IposIBISIIMCE B IPUCYTCTBUN CKaBEHKEpa cepo-
BOJIOpOJia THIIOTAypUHA, HO YCUIMBAIUCH IIPU OAHOBPEMEHHOII 00paboTke pac-
teHuit NaHS.

Taxxe B MpUCYTCTBHU JOHOpa cepoBojopoaa NaHS ycumusanock crpecc-
nporexTopHoe neiictBue CK Ha pacTeHHs KyKypy3bl, TOIBEPTHYTHIE TOKCHYE-
CKOMY BIIMSIHUIO CBUHIIA, YTO MPOSBISIIOCH B YMEHBIICHHH €0 HAKOIJICHHUS H
MTOBBIIIICHUH cojiepkanus rmunuaOeTanHa [93]. [IpumeuarenbHo, 4TO 00paboT-
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Ka mpopocTkoB Kykypy3sl kak CK, tak m NaHS BrI3pIiBana moBwilieHHE B HUX
cozepkaHus okcuaa aszora [94]. Kak orMedanoch BhIIE, OKCHI a30Ta SBISETCS
MMOCPEIHUKOM B peain3alliid MHOTHX (husunonorudeckux spdpexto CK. B To xe
BpeMs BO3MOXHOE (yHKIIMOHaIbHOE B3aumozelicTeue mexkay NO u H,S xax cur-
HaJIFHBIMH IOCPEIHUKAMH B peanu3anuu neiicteust CK ocraercs HencenemoBan-
HbeiM. He n3yuena noka u csasb H,S ¢ 1pyrumMu KOMIIOHEHTaMH CHTHAJILHON CETH
(A®K, Ca*) B npouecce nepemauun curuanos CK.

NADPH-
oxydase

IeneBbie Oenkm, B ToM gncie TFs
[Target proteins, including TFs]

N

H3menenne
W3MeHeHne akTHBHOCTU
[Change of activity] SKCIpeccn TeHOB
[Change of gene expression|

~

DU3HOTOTHYECKHI OTBET
[Physiological response]

Puc. 2. YyacTue CHrHaJIBHBIX OCPEIHUKOB B Pealn3aluy (PU3HOTOTHYSCKUX
(ctpecc-nporekTopHbIX) 3dpexroB CK. CNGCs — cyclic nucleotide-gated calcium kanansr;
PO — BreknerouyHas nepokcuaasa; L/D-CDS — L/D-nucrennnecynbhruapasa;

NOS — NO-cunta3a; NR — Hutparpenykrasza; ROS — aktuBHbIE (HOpPMBI KHCIIOPO/a;

SA — canununoas kucnora, TFs — TpaHCKkpUNIMOHHbBIE GaKTOPBI.

[Fig. 2. Signal mediators’ participation in realization of physiological (stress-protective) SA effects.
CNGCs - Cyclic nucleotide-gated calcium channels; EPO - Extracellular peroxidase
L/D-CDS — — L/D-cysteine desulfhydrase; NOS - NO synthase; NR - Nitrate reductase;

ROS - Reactive oxygen species; SA - Salicylic acid; TFs - Transcription factors]

DynKyuoHanbHoe 83auUMoOelicmaue NOCPeOHUKO8 Npu nepeoaue CUSHAN08
CK. Kak oTMme4anoch BBIIIE, K HACTOSIIEMY BPEMEHH B peaju3alld CTPecC-
npoTekTopHBIX AP dexroB CK mokazaHo yyacTre HOHOB KaIbIIHs, TOCTYTIAIOIINX
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npeumymiecTBeHHO ¢ momoisio CNGC-kananos, ADK, renepupyeMprx pasHbIMA
tdepmentamu (HA IOH-okcrna3oi, BHEKIETOUHOM EPOKCUIA301 U Ap.), OKCHIA
a3oTa, 00pa3yIoIerocs 1Mo BOCCTAHOBUTEIFHOMY M OKHCIHTEIBFHOMY IyTSIM, a
TaK)Ke CepoBOJOPOAA, KOTOPHBI cuHTe3upyeTcs L/D-unucrennnecynbdruapazamu
(puc. 2).

OnHako CBSI3U MEXIy OOJBIIMHCTBOM ATHX MOCPEAHUKOB MPU TPAHCIYKIUH
curHanoB CK wmccrenoBansl HeOCTaToOuHO. BO MHOTHX ciydasx He HM3BECTHA
MOCJIEOBATEIBHOCTh PACIIONOKEHUSI ATHX MOCPEIHUKOB B CHUTHAJIBHBIX IETSIX,
KOTOpBIE 00€CIeYNBAIOT HEOOXOANMOE JUISA afalTalluy K AEHCTBHIO CTPECCOPOB
tdhopmupoBanre CK-nHAYIMPOBAaHHBIX M3MEHEHUH B KieTKax. HeumzyuyeHHbIMH
OCTaIOTCS CBSI3M C JPYTMIMH MECCEHDKEpaMH CEpOBOIOPONA KaK CHTHAIHLHOTO
MOCPEAHNKA, YYacTBYIOLIET0 B IposiBieHNH (usnonornveckux s3¢gdexros CK,
XOT$ K HACTOAIIEMY BPEMEHH H3BECTHO O €T0 (PyHKIMOHAIEHOM B3aNMOICHCTBIH
¢ nonamu kanbuus, ADOK, okcuaom azora (cM., Hanpumep, [11, 14, 31]). Cosep-
IIEHHO OTKPBITHIM OCTAETCS BOIPOC O BOZMOKHOM YUaCTHH MOHOOKCHA YIIIEPO-
na, seysrowerocs tpetbuM (nocse NO u H,S) rasorpancmutrepom, B peanusa-
uu JIn60 Mogudukanun puznonorndeckux d3pdexror CK. [Ipu aToMm ero cBszu
¢ NO u ADK, xoTopble yCTaHOBIIEHBI B Mociieanee Bpems [11], MOTyT cly>KUTb
CepBEe3HBIM OCHOBAaHWEM I MpearnoiokeHns o0 ydactuun CO B CHTHaJIBHBIX
mpolieccax, csi3aHHbIX ¢ aeicteruem CK.

3akrouenune

MHOro4ucneHHble JAaHHBIE MOKA3bIBAIOT IOBBIIICHUE IHJOTEHHOIO COMEp-
xaaus CK y pacteHmii, mpudeM Ha JOBOJBHO paHHHUX JTalax CTPECCOBOH pe-
akiuy. O4yeHb OOJBIION MACCHB JAHHBIX CBUAETEILCTBYET 00 MHIYIUPOBAHUU
CK ycToiunBOCTH pacTeHH Pa3HBIX TAKCOHOMUYECKUX TPYIII K a0HOTHIECKUM
cTpeccopaM paznuuHoil npuponsl. Ilox Bausauem CK npoucxomuT axTuBanus
KITIOYEBBIX MPOTEKTOPHBIX CHCTEM pACTeHHH — AaHTHOKCHIAHTHOH, CHHTE3a
ctpeccoBbix OenkoB (BTILI, neruapunos, PR-0enkoB), HAKOIUIEHUS MYIbTH(QYHK-
IUOHATBHBIX HI3KOMOJICKYISIPHBIX COCIIMHEHHH, BRIIONHIIOMNX MEMOPaHOIIpO-
TEKTOPHBIE, OCMONPOTEKTOPHBIC, AHTHUJCHATypallMOHHBIC, AHTHOKCHUIAHTHBIC
(byHKIMY (IPOJHH, TTMIIUHOSTaWH, caxapa, BTOPUYHBIC METAOOINTHI).

CK npuHuMaeT y4acTHe B aKTUBAIlUd MHOTUX CUTHAIBHBIX IMyTel. OHa cBsi3a-
Ha C TAKAMH KJIFOUEBBIMH CHTHAIBHBIMH IIOCPEAHUKaMH, Kak Kanbimid, ADOK, NO.
B nocneaHue rozgsl CTano U3BECTHO 00 €€ (PyHKIMOHANBHBIX CBSI35IX C CEPOBOMIO-
POZOM — Ba)KHBIM Ta30TPAHCMHUTTEPOM PACTHTENBHBIX KieToK. P adppextor CK
peanusyercs ¢ ydactueM MAP-kHHa3HOTO Kackaja U APYroro cTpeccoBoro (u-
toropmoHa — ABK. IIpu 3TOM mocnenoBaTenbHOCTh PACIOIIOKEHUS CUTHAIBHBIX
MOCPETHUKOB B Liemsix nepenaun curianos CK, 0coOeHHOCTH UX (DYHKIIMOHAIIb-
HOTO B3aUMOJICUCTBHUS MEXIy COOOW OCTAIOTCS BO MHOTOM HEsICHBIMH. MHOXe-
cTB0 CK-CBA3bIBAIONIUX OCJIKOB MOXKET YKa3bIBaTh Ha pa3HbIE IyTH IIEpeaull ee
curaanoB. OJHAKO HENB3sI UCKITIOUHTH, 4To B3anMozaelicteue CK ¢ HekoTopeimMu
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OenKamMy HE WMEET OTHOUICHHWS K COOCTBEHHO CHUTHAJBHBIM Iporeccam. He-
SICHBIMH OCTAIOTCSI TaKXKE BO3MOXKHBIE (DYHKI[HOHANBHBIE CBSI3U MOTEHIHAJIb-
HBIX OenkoB-perenTopoB CK 1 HeOSIKOBEIX KOMIIOHEHTOB CHUTHAIBHOM TpaHC-
Oyknuu. B gacTHOCTH, ONpeAEeHHO YCTaHOBIEH (PaKT penokc-MonupuKauu
KIIF0YeBoro Oeinka canunuiarHoro cursaimara NPR1. OgHako ee MexXaHU3MBI
U MOCJIE0BaTEIbHOCTh COOBITHH, Mpoucxoasamux ¢ yaactueM ADK, NO u Boc-
CTAaHOBUTEISIMU ¥ MPHUBOAANINX K TaKOW MOAM(HUKALINU, H3BECTHHI IAJCKO HE
IIOJIHOCTBIO.

MOXHO HanesTbCs, YTO BBIICHEHHE MEXaHH3MOB (DYHKIIMOHAJIBHOTO B3a-
umopeiictBuss CK ¢ ApyruMH KOMIIOHEHTaMM CHUTHAJIbHOM CETH CO3MACT Te-
OpPETHYECKYI0 OCHOBY Ul IPAaKTUYECKOTO IPUMEHEHHS B PacCTEHHEBOICTBE
CTpEeCC-IPOTEKTOPHBIX «KOKTelnei», cocrosmux n3 CK u 10HOPOB CUTHATIBHBIX
MojteKyn, ycumaromux ee aeicteue (NO, H, S u jp.). Hepbicokas ctonmocts
u 3Konorudeckas 6e3onacHocts CK kKak IPUPOIHOTO COEAUHEHHUS HE BBI3BIBAIOT
COMHEHHH B BO3MOKHOCTSIX PaCIIHPEHNUS CPEPHI e¢ MPAKTHIECKOTO TPUMEHEHIS,
IIPEKIE BCErO KaK PErysiTOpa pocTa CTPECC-NPOTEKTOPHOIO JEUCTBUS.
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Salicylic acid and formation of plant adaptive responses
to abiotic stressors: role of signaling network components

Salicylic acid (SA) is one of the key phytohormones. A lot of signaling pathways
are activated under its influence. SA takes part in regulation of physiological processes
such as seed germination, flowering, synthesis of other hormones, photosynthesis,
respiration, transpiration, thermogenesis, responses to infection with pathogens, as
well as in adaptation to action of various stressors. Numerous data show an increase
in endogenous SA content in plants at the early stages of stress response. Under SA
influence, there is antioxidant system activation, as well as synthesis of stress proteins
(heat shock proteins, dehydrins, PR- (pathogenesis related) proteins), and accumulation
of multifunctional low-molecular-weight protective compounds (proline, glycine
betaine, sugars, secondary metabolites). Also, SA has an ability to induce stomatal
closure in plants.

We discussed the role of NPR1 protein, which is considered a key transcriptional
regulator of SA signaling. We noted that the interaction of SA with this protein occurs
in at least two ways: through direct binding and through SA-induced changes in cell
redox homeostasis, leading to the NPR1 transition from an oligomer state to a monomer
form. For NPR1 monomerization in the cytosol, there must be a sufficient pool of
reducing agents, but their nature is not fully understood. At a low SA concentration
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in cells, NPR1 protein forms an oligomer and remains in the cytosol (See Fig. I).
Wherein proteins NPR3 and NPR4 bind residual NPR1 in the nucleus and limit its
functional activity. With an increase in the SA concentration, NPR1 transforms into
a monomer state and penetrates into the nucleus. In addition to the redox-dependent
monomerization of NPR1, the increased SA concentration blocks the activity of NPR3
and NPR4, which in the absence of SA act as repressors of transcription regulated by
the TGACG-binding factor in SA-sensitive promoters. Thus, blocking NPR3 and NPR4
leads to the activation of the expression of SA-induced genes. However, the list of
SA-binding proteins is not limited to NPR. Data on the participation in SA binding of
methylesterase, carbonic anhydrase, several isoenzymes of glutathione S-transferase,
chloroplast thioredoxin-m1, some enzymes of the Krebs cycle, and a number of other
proteins, including those with unknown functions, have been obtained. In this regard,
the hypothesis of multinodular (decentralized) SA perception by a plant cell is discussed.

In addition to specific proteins, calcium ions, reactive oxygen species (ROS), nitric
oxide and hydrogen sulfide are involved in SA signaling (See Fig. 2). However, the
relationships between most of these mediators during SA signal transduction have not
been sufficiently studied. We found out that calcium ions in signaling chains are located
both below the SA (involved in the transduction of its signals) and above (involved in
the induction of SA synthesis). We considered the participation of cationic channels
of the CNGC type (cyclic nucleotide-gated calcium channels) in the activation of SA
synthesis in plant cells under an action of stressors. The entry of calcium through them
into the cytosol leads to the activation of calmodulin, and then protein kinases dependent
on calmodulin and calcium. These calcium sensor proteins modulate the activity of
transcription factors CBP60g and CAMTA3/SR1, which are positive regulators of the
expression of isochorismate synthase gene and other genes that provide the process of
SA synthesis. On the other hand, treatment of plants with exogenous SA or an increase
in its content in cells due to stress-induced enhancement of synthesis leads to an increase
in the concentration of cytosolic calcium, which is necessary for transduction of the SA
signal into the genetic apparatus and the realization of its physiological effects.

SA can also be involved in the implementation of action of signaling mediators
such as ROS and nitric oxide. In this case, however, not all of their physiological effects
are realized with the participation of SA. In particular, our work provides examples
of the successful induction of salt tolerance of salicylate-deficient transformants of
Arabidopsis NahG by the action of hydrogen peroxide and the nitric oxide donor
sodium nitroprusside.

On the other hand, ROS, nitric oxide and hydrogen sulfide can act as intermediaries
in the implementation of the SA action. This review analyzes new information on the
effect of SA on functioning of enzymatic systems that generate ROS (NADPH oxidase,
extracellular peroxidase), hydrogen sulfide (L- and D-cysteine desulthydrases) and that
synthesize nitric oxide by the reductive and oxidative pathways.

We considered the effects of enhancing stress-protective effect of SA on plants
when combined with donors of signaling molecules-gasotransmitters. We noted that the
low cost and environmental safety of SA as a natural compound should contribute to
the expansion of the scope of its practical application, primarily as a growth regulator
of stress-protective action.

The paper contains 2 Figures and 94 References.

Key words: salicylic acid; phytohormones; reactive oxygen species; calcium; nitric
oxide; hydrogen sulfide; antioxidant system; resistance
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