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B 0030pe akueHTHpyeTCs BHUMAHHE Ha PAa3IMYHBIX, B TOM YHCJIC MHHODPHBIX, IyTAX PETYJLHHA
COCTOSIHUS YCTHPHYHOTO ammaparta, a TakKe Ha MEXaHW3MaxX (YHKIHMOHAIBHOTO B3aWMOJCHCTBUS
MHOTOYHCIICHHBIX areHTOB, OKa3bIBAIOIINX BIMSHUEC HA alepTypy YCThUI. PaccMOTpEeHBI MeXaHU3MBI
peryJSMy YCTBUYHOTO amiapaTa PacTeHUIl NP ACHCTBHU CTPECCOBBIX GUTOrOPMOHOB (abCIH30BOI
(ABK), ’xacMOHOBOII M CaJMIMIOBON KHCJIOT, OTWIEHA) M CUTHAIBHBIX IOCPEIHUKOB —
razotpancmutrepoB (okcupa asora (NO), ceposomopoma (H,S), mMonookcuma yriepoma (CO)).
OtMedaercs, 9T0 KOHEUHBIM pPe3yJIbTaTOM JCHCTBUS CTPECCOBBIX TOPMOHOB SIBISICTCS OTKPBIBAaHUE
annoHHbIX 1 K' oyt KaHAIOB, 4TO NPHBOIUT K BEIXOJy HOHOB M3 3aMBIKAIONINX KIETOK M 3aKPHIBAHHIO
yeteun. [locpemHukaMu B NeHCTBHH (PUTOTOPMOHOB Ha COCTOSIHHE 3aMBIKAIOIINX KICTOK SBIAIOTCS
MEpOKCU BOJOPOJA, OKCHJ a30Ta, CEPOBOJOPOX M HOHBI Kamelma. OOcCyXmaeTcss poib
TpaHcKkpunmuoHHOTO (haktopa MYC2/JIN1 B peamm3ammu ycTenaHBIX 3¢ ¢ ekrtoB ABK. IpuBomires
JaHHBIC O BISHAM PAa3IMIHBIX JK30TCHHBIX HCTOYHHKOB OKCHJA a30Ta HAa COCTOSHHE YCTHHII.
Otmeuaetcs, uto 3¢ Pextet NO Ha yCThUUHBIH ammapaT MOTyT ObITh omocpenoBanbl nl M@, nA J1d-
pub030it u KampipeM. JleHCTBHE cepoBOAOPOJA HA YCTBHUIHYIO allepTypy peaym3yeTcs IpH yIacTHH
OKCHJAa a30Ta M JPYTHX MOCPEAHHKOB. 3aKpBIBAHUE YCTHHI MOXXET HHIyIHPOBATh U MOHOOKCH
yraepoga Impu  (QYHKIHOHAIPHOM  B3aHMOJCHCTBHH C AaKTHBHBIMH (OpMaMHu KHCIOPOJA.
OOcyxIaeTcst B3aMMHOE BIMSHUE CUTHAIBHBIX W TOPMOHAJIBHBIX IOCPEIHUKOB IPU KOHTPOJIE
COCTOSIHUS YCTBHII.

KiroueBble ciioBa: ycmvuya, aﬁcuus’oeaﬂ Kucioma, sfcacmMoHoeas Kucioma, cajiuyuioeas Kkucioma,

9MUNLEH, OKCUO a30ma, cepo8o00pP00, MOHOOKCUO Yeaepooa

Kax m3BecTHO, yCThHIA SIBISIIOTCSI CTICIH-
aJM3UPOBAHHBIMU  O0Pa30BAHMSIMHM  SIIUIEPMHUCA,
COCTOALIMMU M3 JABYX 3aMbIKAIOIMX KIETOK H
MEXKJICTHIKA (YCTHhUIHOW WIETH) MEXIY HHUMMU.
Oy BBHINONHAIOT (QYHKIMHM Ta30- M BOIOOOMEHa,
CBSI3bIBAasl BHYTPEHHHE TKAaHH DPACTEHUH C OKpY-
xKaromen cpenoil. B HamOonbliel cTeneHu pery-
JALWs YCTBUYHOIO armapaTa pacTeHHi U3ydaeTcs
B KOHTEKCTE MX YCTOWYMBOCTH K 3acyxe. B To xe
BpeMs 3aKpblBaHHE YCTBHI] SBISIETCS peaKiyen
pacTeHHii He TONBKO Ha HeOJIATrONpHUsATHBIE (aKTOo-
Ppbl, 00yCIIOBIMBAIOIIME HEJOCTATOK BOMIKI (3acyXa,
3aCOJI€HHE), HO M HAa MHOTWE JApYyrue (MpOHMKHO-
BeHHE HHPEKIMH, AEHCTBHE TOKCHYECKHX Ta30B,
yIbTpaduoneTa 1 Ip. ).
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XapbKOBCKMI HAIlMOHAIbHBIA arpapHblil yHUBEPCHUTET MM.
B.B. JloxywaeBa, m/o [okyuaeBckoe-2, XapbkoB, 62483,
Ykpauna;
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Pasmep yCThHUHONM WIENM pPEryaHpyeTCs
TYpPropoM 3aMBIKAIOIIMX KJIETOK, KOTOpBIE OJaro-
Japs aCUHMMETPUIECKOMY YTOJIICHUIO KIIETOYHON
CTEHKH OTKPBHIBAIOT YCTHHUHYIO IIEJb B Typrec-
IICHTHOM COCTOSIHUM M 3aKpbHIBAIOT €€ TpH MoTepe
typropa (Roelfsema, Hedrich, 2005). Bsicokoe
OCMOTHYECKOE JaBIICHUE B 3aMBIKAIONINX KIETKAaX
MO ICPIKUBACTCS 32 CUET 00pa30BaHKsA MajaTa Ipu
KapOokcwmpoBanyy  (pocoeHONTMpYBaTa W aK-
THBHOTO TPAHCTIOPTa HMOHOB Kayms u xyopa (Yup-
koBa, 2002). 3akpbiBaHHME YCTBHHUII OOYCJIOBIIEHO
M3MEHEHHEM AKTHBHOCTHM HMOHHBIX KaHAJIOB W BbI-
XOJIOM HOHOB U3 3aMBIKAIOIIHX KIETOK, YTO MOJKET
NpUBECTH K W30MPATEIbHOMY YMEHBIICHHIO HX
oobema Ha 40% ywxe 3a 10 mun (Roelfsema,
Hedrich, 2005).

OmHIM ¥3 TJaBHBIX TOPMOHOB, BIMSIOLINX
HA COCTOSHME YCTHUYHOTO alllapaTa, CYUTACTCS
abcmmosas kuciota (ABK), cuares 1 Hakorwienue
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KOTOpOH MHAYIMPYETCSI OCMOTHIECKUM CTPECCOM
(Neill, Burnett, 1999). Omnnaxo ABK manexko He
€JIMHCTBEHHBIN PETYIATOpP COCTOSIHUA yCThHIL. MX
3aKpbIBAaHUE MOXKET OBITh MHIYLIMPOBAHO PYTHMHU
CTPECCOBBIMH TOPMOHAMU: JITWICHOM, XaCMOHO-
Boii (OKAK) u cammmnosoti (CK) kuciaoramu (Su-
hita et al., 2004; Liu et al, 2012; Miura et al.,
2013). Mexny ABK wu stumMu (uUTOropMOHaAMH
MOXXET TPOUCXOMIUTH CJIOKHOE (PYHKIMOHAIIHLHOE
B3aMMOJICHCTBYUE, NPUBOJSIIEE KaK K YCHICHHIO,
TaKk W ociabneHmo 3¢pexToB. B peanmsaiym Biu-
SIHUSL CTPECCOBBIX TOPMOHOB HA COCTOSIHHE YCTBHI]
3a/1efiCTBOBaHbl CHUTHAJIbHBIE TOCPEHUKH: AKTHB-
Heie opmbl kuciopona (ADK), voHbl Kanbims,
okcun azora (NO) (Kwak et al., 2006; Munemasa
etal., 2011). B mocieiHre robl HCCIIEAYESTCS BIIH-
stare ceposomopona (H,S) m MmoHookcua yriepo-
na (CO) Ha coctosinue ycThuil, M3MeHEeHHe KOH-
[EHTpalMd CUTHAJBHBIX TIOCPEIHHUKOB  MOXKET
OBITH CAMOCTOSATENILHBIM MEXaHH3MOM PETYJISIIN
coctositms yctouil (Neill et al., 2008; Honda et al.,
2015; Jin, Pei, 2015). C apyroii CTOpOHBI, 3TH CO-
€MHCHUST ¥ FIOHBI MOT'YT HE TOJIBKO Y4acTBOBATh B
nepeade TOPMOHAIBHBIX CUrHAJIOB, HO M MHIYIIH-
pOBaTh CHHTE3 CTPECCOBBIX (PUTOTOPMOHOB, B T.H.
ABK. Ha curnamsl TOpMOHOB M TIOCPETHUKOB MO-
TyT HaKIaJbIBAThCS METaOOIMIECKUEe CUrHAJIBI
(KymosipoBa u ap., 2013). B T0 e Bpemsi, OTAeJIb-
HbIE META0OIUTHI MOTYT OBITH MCTOYHUKAMU CHT-
HaJbHBIX MoJekyn. Hampummep, L-aprunmH pac-
CMaTpHBaeTCsl KaK OIWH W3 MCTOYHHMKOB OKCHIA
asora (I'mstHBKO M Ap., 2012).

OCHOBHOH IIeJIbI0 HACTOSAIIETO 0030pa SIBU-
JOCh aKICHTHPOBaTh BHUMAHHE HA pa3JMYHBIX, B
TOM YHCJIE MMHOPHBIX, IyTSAX PEryISLHN COCTOS-
HUSl YCTBHYHOTO ammapaTta, a TakKe Ha MEeXaHH3-
Max (DyHKIMOHATBHOTO B3aWMOJCHCTBHS MHOTO-
YUCJICHHBIX arc¢HTOB, OKAa3bIBAIOIIIMX BIIMAHHWC Ha
anepTypy YCTHHIL

Pezynayus cocmoanusa ycmouy cmpecco-
6bIMU 20PMOHAMU

Abcyuzo6asn Kucioma CUUTACTCS KITHOYEBbIM
areHToM Tpolecca 3akpbiBanus ycThuil OOmme
npeactaBienns o neiicteun ABK Ha cocrosiHue
yCcThUll C(POPMHUPOBANMCH JTOCTATOYHO JABHO U
omnvcaHbl BO MHOTHX 0030pax M B y4eOHOU JTe-
patype (Yupkosa, 2002; Kwak et al., 2006; Neill et
al., 2008). CHikeHHe TYPropHOro JaBJICHHS B
KJIeTKaxX MpH 00E3BOKMBAHMM aAKTHBHPYET CHHTE3
ABK, xoTopasi HaKarmBaeTcs TIaBHbIM 00Pa3oM B
xyopomiactax kineTok ymcrta. ABK Bexomur m3
XJIOPOIUIACTOB U TI0 CHMIUIACTY TPAHCTIOPTUPYETCS
B SMUAIEPMHC.

ABK paccmartpuBaeTcs kKak TpOXYKT cCIie-
e ckoit Jerpaganyin KapOTHHOWZIOB
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(Chernys, Zeevaart, 2000). 13 3eakcanTuHa B pe-
3yIbTaTe OKHUCIMTENILHBIX MpeBpalleHuid o0pa3zy-
€TCS  aHTepakCaHTWH, a  3aTeM  TpaHC-
BHOJIAKCAHTUH. JlanbHEWIIMEe MPEeBpaILCHUsT BKIIIO-
4alT  9-IMC-M3OMEpH3alMI0  KapOTHHOMIHBIX
MPEIIIECTBEHHUKOB (BUOJIAKCAHTHHA M HEOKCaH-
tuHa). B pesynbrare 9-mwc-npeamectBeHHUK (Cyp)
paciierusieTcsl Ha J1Ba HepaBHBIX ¢parmenra: Cis
(kcanrtokcuH) U Cys (SMOKCHATIOATBICTHI JIMOO
ameHoanoanbaerun). KiroueBoit (epMeHT 3TOro
TPEBPALICHAT 9-11HIC -3MIOKC KA POT UHOMIT -
JIMOKCUreHa3a. JTOT (epMeHT SBISIETCS HHIYK-
THUBHBIM, OT €r0 aKTHBHOCTHU 3aBHCUT MHTEHCUB-
HocTh oOpazoBammsi ABK. Jlanee Cys-pparment
JerpagupyeT, a KCaHTOKCHUH TOJ] ICHCTBHEM aJIKO-
ronmpaeruaporeHassl/penykrazsl - SDR (SDR - —
Short-chain alcohol Dehydrogenase/Reductase)
npeBpamaercs B abcim30BbId anpaerun. Oxucie-
HYe a0CIM30BOTO aNbJeruia KaTaJu3upyeTcs ajlb-
JIeTUTOKCUTa30M.

Haubonee neranbHO UCCieI0BAHBI UHIYIM-
poBanve HakomwieHuss ABK u nepenava ee curnana
B oTBeT Ha BoxHbINA Aedumr (Komymaes, Kaprer,
2010). Ilpomecc BkMOYaeT B ceOsl aKTHUBALMIO
nepBUYHBIX penenropos, cuHres ABK, B3aumo-
nevictue cunTesnpoBanHo ABK co cremmguae-
ckuM peuenTopoM, cunre3 ABK-uamymmpyembix
OenkoB, a Tarkke ycThuuHble peakmuu (Neill,
Burnett, 1999; Desikan et al., 2004). Boxmbrii
cTpecc BiMseT Ha MeMOpaHocBs3aHHYO (ochoru-
nazy C (Hirayama et al., 1995). Ilpu rugponmse
doc paTuaIT-HHO3UT OJICTIe LI HOM bocdomm-
na3oiit C MmeMOpaHHBIX (pochonmmmmo oOpasyeTcs
nHo3uron-1,4,5-tpudochar (MD;), KoTOpBIH, Kak
CUYHMTACTCS, BRI3bIBACT OTKPHIBAHUE BHYTPUKIICTOY-
HBIX KaJIbIMEBBIX KaHayoB. ClielyeT OTMETHTb,
YTO Haamdue romolioroB mumieHern Md; KireTok
JKUBOTHBIX — M @;-penenropoB — y pacTEeHUH 0
CHUX TIOp He TIOATBepKaeHO. OTHAKO UMEIOTCS IKC-
NIepPUMEHTAJIbHBIE JTaHHBIE, CBHIETEIHCTBYIOIIHE O
TOM, 4TO MOOWIMaIms HoHoB Ca”" M MX ocIMLIs-
I WIPAlOT BakKHYIO POJb B CHUIHAJBHOM IIyTH,
0Tocpe 10BaHHOM (hochaTHIITMHO3UTOI-
cremmprmanoii  gocpommazori C (Lecourieux et
al., 2002). ITomy4ens! cBeaenust o poiau pocharu-
nwmHO3HUTON-4,5-0ucocpara u UdD; B peryms-
MM YCTBUYHBIX JBIKEHHH, MHAYIMpyeMbix ABK
(Lee et al., 2007).

IloBbllIcHHE KOHLEHTPALMK LUTO30JIbHOTO
KaJIbIWs, CBsi3aHHOE ¢ AciicTBreM M ®d; Ha xamboy-
eBble KaHallbl U (WIHM) C APYTMMHU MEXaHH3MaMH,
NPUBOAUT K ()OPMUPOBAHMIO CHTHAJA, BHI3BIBAIO-
MIEr0 aKTUBAIMIO JKCIPECCUM T'eHOB (DEpPMEHTOB
cuare3a ABK (B T.4., 9-1mc-3moOKCHKapOT UHOM -
nuokcurenassl) (Williams et al., 1994).
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Oo6pazoraBmiasicsi ABK cBsi3bpiBaeTcst co
criempprueckumMu perenropamu. [lpupona 6enko-
BBIX PEIENTOPOB, YIACTBYIOIINX B Tepeaade Cur-
Hanma ABK, no cux mop ocraercst npenMeToM JucC-
kyccum (HoBukoBa m mp., 2009). Haubomnee Bepo-
STHBIMH TIPETEHICHTAMH Ha 3Ty POJIb pacCMaTpH-
BaroTcss GPCR-mogoo6usie 0enku GTGIl u GNG2,
BBIJICJICHHBIE W3 IUIa3MaJleMMBbI KJIETOK apaOumorn-
cuca (Pandey et al., 2009).

Oddexter ABK peammyrorcs uepes psj no-
cpenHukoB. B uactHocTH, moj BimsiHueM ABK
npoucxXonuT yBenmdenue conepxanmt H,0,, xo-
TOpOE SIBISIETCS DJIEMEHTOM pPEeaKImi, HeOOXOI M-
MBIX Ui WHIYLMPOBAHHS 3aKPHIBAHHS YCTBHIL
Haxkommenne nepokcuaa Bomopoga 0O0YCIIOBICHO
crocoonocthio  ABK  moBbIIATHE  aKTHBHOCTH
HAJI®H-okcunassl (Desikan et al., 2004; Kwak et
al., 2006). Ipennonaraercs, 4TO TOBBIIICHAE AK-
tiBHOCTH HAJI®OH-oKkcHma3bl mop meicTBUEM
ABK onocpenoBaHo M3MEHEHHMEM aKTHBHOCTHU
nporennknHazbl OST1 (oupen stomata 1), akTuBu-
pyIolIeics TpU OCMOTHYECKHX cTpeccax. [1oBbI-
nrenre conepxkanusi ADK (mepokcuna Bomopoaa)
HPUBOJUT K OTKPBIBAHMIO KaJbLIMEBBIX KaHAJIOB
(Cho et al., 2009). B cBsi3u ¢ arum Hapsgy ¢ ADK
AQHTHOKCHIAHTBl PAacCMaTpPUBAIOTCS B KadecTBE
Y4aCTHUKOB TIPOIECCA  PETYISIIMM  COCTOSHUS
yeteuil (Kwak et al., 2006).

[Ho-Bunumomy, ADK-3aBucumoe OTKpbIBa-
HHE KaJbhIMEeBBIX KAHAJIOB — HE €IMHCTBEHHBIN Me-
xanm3M BiwsiHUSE ABK Ha copepikaHue 1MTO30Jb-
HOTO KaJlbIsl B 3aMBIKAIOIMX KieTKax. Kak yxke
OTMEYaJIOCh BBIIIE, BIOJNHE BeposTHO, 4To ABK
BIMsIET U Ha M ®D3-4yBCTBUTEIBHBIC KaJbLHEBHIC
kaHanbl. [Tokazano, yto mHruourop Qocharunm-
JMHO3UTONT-cTieimpuaHON  pochommmaser C  Heo-
MUIMH TIPENSTCTBOBaN BbI3bIBaecMoMy ABK 3a-
KPBIBAaHUIO YCTBUII y pacTeHuii ropoxa (SIkoBeHKo
u ap., 2008).

C wucmonb30BaHMEM MPOTOIUIACTOB, BBIIE-
JICHHBIX W3 3aMBIKAIONIMX KJIETOK YCTBHII, OBLIO
noka3zaHo, 4To ABK BbI3bIBaeT MOBBINLIEHWE KOH-
[EHTpAIMM  [MTO30JIbHOTO  KaJBIWSI, KOTOpPOE
MPEIIICCTBYET OTKPHIBAHWIO AHWOHHBIX KAaHAJIOB
S-tuma (Tak Ha3piBaeMble «slow» — MeIJIeHHbIE
kaHanbl) (Kwak et al., 2006). Onn obecrieunBaroT
JETIONAPM3AIMI0  MEeMOpaH, HEOOXOMUMYIO IS
smodenns Ko, KaHAaIoB M BBIXOZA Kalusl U3 3a-
MBIKAIOIIMX KIETOK.

B TO xe Bpems TpW WCTIONB30BAHUM DITU-
nepmuca Nicotiana glauca 6bu10 mOKa3zaHo, 4TO
00paboTKa XeJaaTopoM BHEKJIETOYHOTO KaJIbHIIL
OI'TA u HecniemmpuueckuM OJIOKATOPOM KaJIbIH-
€BBIX KaHAJIOB XJIOPUIOM JIaHTaHa clabo BIMsIIA
Ha TIPOLIECC 3aKPBIBAHMS YCTBHUIL, BBI3HIBACMBIi
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ABK (Suhita et al., 2003). IToctyaupyercst cyiie-
CTBOBAaHHE KaK KaJIbIMI3aBUCHMOrO, TaK M He3a-
BHCHMOTIO OT KaibLwsi MexanmMa peryisiimm ABK
MEMOpPaHHOTO TOTEHIHMAJA W COCTOSHUS HOHHBIX
KaHaJIoB, 00ECTeYMBAIOLINX BBIXOJ Kallksi W3 3a-
mpikaronmx Kietok (Israelsson et al., 2006). B
HACTOsIIEe BpeMsl CUMTAETCS, YTO MPOTEHHKUHA3A
OST1 (ocHoBHOHM mno3uTuBHBIM perynarop ABK-
CWTHAJIMHTA) AKTVBUPYET AHWOHHBIM KaHAll S-THIia
SLAC1 (slow anion channel-associated 1) u mo-
naBisieT kaTuoHblld kaHat KATI nyrem ¢ocdopu-
mupoBanust. [lpu sTOoM momarator, 4To 06a THNA
KaHaJOB peryiupyroTcs kak curHaimmarom ABK,
tak 1 Ca®*. Ca®" -3aBHCHMAs peryisiIpsi, BEposT-
HO, obecrieunBaeTCs Jpyroi SLACI1-
CTUMYJIMPYIOLIEH  MPOTEMHKUHA30M Ca™*-
3aBucuMon nporemHkuHazoii CPK23, u Bxmovaer
B ce0si Apyrue pOICTBEHHbIC KMHA3BI, TAKUE KaK
CPK3 u CPK6 (Raghavendraet al., 2010). ITporu-
BOpEUMs SKCIIEPUMEHTAIBHBIX JaHHBIX O BKIAJE
KaJblsd B PETYISIMIO COCTOSHHUS 3aMbIKAFOIIHX
KJIIETOK MOTYT OBITH CBSI3aHBI C Pa3iIMYUsIMHU B pe-
TYJSIIFM FOHHBIX TIOTOKOB B 3aMBIKAIOIMIMX KJIET-
KaXx 1IN SitU ¥ W30JMPOBAHHBIX MPOTOILIACTAX
(Levchenko et al., 2008).

B peammamm Bmusinuss ABK Ha coctosiaue
YCTBHII TIPMHUMAET YydacTHe M OKCHI a30Ta
(Desikan et al, 2004). BepostHo, uTto ABK-
WHYIIMPOBAHHOE YBEJIMYEHUE COACP)KAHUS OKCH-
Jla a30Ta B 3aMBIKAIONIUX KIETKaX SBISICTCS CIe-
CTBHEM TIOBBHIIIICHUS B HUX KOJMYECTBA MEPOKCHIA
Bozopoaa. Iloka3zaHo, YTO 3aKpbIBAaHME YCTBHUI Y
0000B, BBI3BIBAEMOE IK30TCHHBIM TIEPOKCHIIOM BO-
JI0poJia, YCTPaHsUIOCh AHTAaTOHACTaMH OKCHIA a30-
ta — wHruOouropom NO-cmrraser  NC-nitro-L-
arginine methyl ester (L-NAME) u ckaBeHIXepoM
NO 2-phenyl-4,4,5 5-tetramethylimidazoline-1-
oxyl-3-oxide (PTIO) (He et al., 2005). Mnenru4-
Hble A()PEKTHI TMOJMyYeHbl W B DKCIIEPHMEHTAX C
pacTeHHIMH apaOHIONCHCca: YCTHUYHBIE pPEeaKIii
kak ABK, Tak u mepokcuma BoaOpo/la HUBEJIUPO-
Basmch anraronrctamu NO (Neill et al., 2008).

B To xe Bpems B pabore Lozano-Juste, Leon
(2010) ObM MONMYy4YEHBI PE3yAbTATHI, KOTOPBIE HE
COIJIACYIOTCSI C MPEAICTABICHUSIMU O BayKHOM ponu
NO B peammpamm ycThudHbIX 3¢dekToB ABK.
MyTaHTbI apabwuorcuca, nial/nia2 u
nial/nia2/noal-2, nedexTHpIC MO CUHTE3Y OKCHIA
a3ora, okazamch yyBcTBHUTENbHEI K ABK. bonee
TOro, 3QeKT 3aKpbIBaHUSI YCTHHUI] MOJ BIMSHHEM
50 MxM ABK y HuxX IposBILUICA Ia)ke CWIbHEE,
YeM Yy pacTEeHUH JUKOTO TUIa. Y pPacTeHHH JUKOTO
Trna Bei3biBaeMoe ABK mHrnOmpoBanue oTkphiBa-
HUSL YCTBUII TPEJOTBPAIIAoch 00paboTKOM mpo-
HUKAIOIIMM B KJIETKH XesnaTopoM Kaibiws (1,2-0mc
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(2-amunodenokcn) sran-N, N, N, N, N-
TETPayKCYCHOH KHCJIOTHI, TETpaaleTOKCUMETHIT
adupom) u ckaBeHmkepom NO cPTIO, ogHako y
mytaHToB Nial/nia2/noal-2 sddexTs! ykazaHHbIX
WHTHOWTOPOB TPOSIBIBLINCH €1ab0. ABTOpaMu OBI-
JO CIENAHO 3aKII0YEHHE O CYIICCTBOBAHHH CHI-
HanbHBIX TyTed ABK, He CBSI3aHHBIX C OKCHIOM
azora. [lo3aHee OBIIM TIOMYYEHBI JTOKA3ATEILCTBA
BO3MOXKHOCTH OTPHIATEIILHOW PETYJSIN  OKCH-
mom azora curHamara ABK mocpenctBom  S-
HATpO3wIHMpoBanus nporemHknHa3zel OST1 (Wang
et al., 2015), xoropast dochopwinpyeT MeIJIeHHbIE
AHUOHHBIC KaHAJIbI M CTIOCOOCTBYET BHIXOAY MOHOB
U3 3aMBIKAIONINX KIIETOK.

Ces3u mexny NO u ABK curnamarom, mo-
BUIMMOMY, BeCbMa CJIOKHbIE. B uacTHOCTH, OKCHA
a30Ta MOXET MNPUHMMATh Y4acTHe B aKTHUBALMH
cunre3a ABK. Tak, BeI3bIBa€MOE OCMOTHYECKHM
ctpeccom Hakormenne ABK mopgasmsinocs nHrHO u-
topamu NO-cunTa3bl 1 ckaBeHmkepamu NO (Zhao
et al., 2001; Xing et al., 2004). Kpome Toro, Mox-
HO TOJIaTaraTh, YTO XapaKTep y4acTHs OKCHIa a30-
ta B peammarmu 3¢pdexroB ABK (mo3uruBHBIN
WIM HeTaTHBHBIN) 3aBUcHT OT KoHIEeHTpammn NO,
KOTOpOH OmpeaessieTcsl XapakTep MOIupHUKaImm
oenkoB (Arora et al., 2015). B pabore Laxalt et al.
(2016) mpennoxeHa MOfEb YCHICHHS U ociadiie-
HUS OKCHAOM a3zoTa ycThmaHoro sddekra ABK,
KOTOpasi BKJIIOYAECT B CeOsl CIOKHOE MpSMOE |
OTOCpEIOBaHHOE (Yepe3 KallbIMEBbBIH, JIMIAIHBIN
u ADK-curnamisr, a take mporecch (ochopu-
ympoBanwst/neochopwpoBaHUs)  BIMSHHE — OK-
cUIa a30Ta Ha COCTOSHHE MOHHBIX KaHAJIOB 3aMbl-
KaOIMX KIETOK.

JpyruM BakHBIM TOCPEIHMKOM B pean3a-
i ycThnIHBIX d(dekroB ABK siBisieTcs cepoBo-
nopox. Ha knerkax smmaepmuca Tabaka MoKas3aHo,
YTO CKaBEHI)KEP CEPOBOAOPONA THIOTAYPHH Ya-
CTHYHO CHUMAJl 3aKpbIBaHUE YCTBHIL, BBI3BIBAEMOE
sx3orenHoit ABK (Papanatsiou et al., 2015). ITo-
XOXKHE PEe3yJbTATHl MOMyYEHbI M C HCTIOIH30BAHH-
€M MyTaHTa apaduIorcuca, 1e()eKTHOro 1o CHHTe-
3y cepoBojopoaa: y pacrenuii desl moutu He
HaOmonancs 3pheKT 3aKpbIBaHUs YCTBHHII, BHI3bI-
BaeMbIii ok3orenHoii ABK (Pandey et al., 2014,
Scuffi et al., 2014). B to0 xe BpeMsi JOHOP CEPOBO-
nopona H,S BbI3bIBaN 3aKphIBaHME YCTBHUIL Y MY-
TaHTa, HeuyBcTBHUTEIbHOrO K ABK (abil) umyran-
Ta, nedekrHoro no cunre3y ABK (aba3) (Jin et al.,
2013).

OO0s3aTenbHBIMU 3BEHBSIMH B pealM3alliy
pmusianst ABK Ha skcmpeccuro reHoB, obecriedu-
BAIOLIUX 3aILUTHBIE PEAKLMH NPU 00€3BOKHUBAHUM,
ABJIIETCA M3MEHCHHE AKTMBHOCTH IPOTEHHKHHA3
(B TOM umMClle MHTOr€HaKTHUBHpyeMbIX — MAP-
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KrHa3bl) U mporenHpocdara3. Kak yxe ormeua-
JIOCh, KJIFOUEBOH NPOTEHHKHHA30M, BOBICUYEHHON B
curnammar ABK, y apaGumorncuca sBnsieTcst mpo-
tennkuHaza OST1. OHa oTHOCHTCSI K CEMEHUCTBY
MPOTEMHKMHA3, CIMOCOOHBIX  (hochOpUIMpOBATH
OCTaTKH ceprHa U TpeoHuHa B C-cy0moMeHax, co-
JepXKalyxcs B MOJNEKyJaX TPaHCKPUILIMOHHBIX
dakropoB b-ZIP (b-ZIP — basic-leucine zipper),
YTO HEOOXOAUMO JJISI MX CBSI3BIBAHKS C TMPOMOTO-
pom-mumensto (HoBukoBa u ap., 2009). C nomo-
IIpI0 TAKOr0 MEXaHW3Ma MPOHCXOAUT HHIYLHPO-
Banue okcnpeccun ABK-3aBuCHUMBIX TEHOB, B
YaCTHOCTHU T€X, KOTOpbIE 3aJeHCTBOBAHbI B PETY-
JSILMU IBIDKCHUNA YCTBUILL

Ecimm mporenHKnHA3bl paccMaTpUBAIOTCS B
Ka4eCTBE MOJIOKUTEIIBHBIX PEryJISITOPOB 1eHCTBUS
ABK, To mporenndocdaraspl CYUTAIOTCS OTpUIIA-
TEJbHBIMHU PETYIATOPaMH AEHCTBUSA 3TOro (UTO-
ropmona (Hosukosa u ap., 2009). ITokazaso, 4To y
apabumorncuca ofgHa m3 mpoTenHdocdaTas cepuH-
TpeonnHoBoro turma PP2A orpuiatensHo perynu-
pyeT nepenauy curHana ABK. ITocie obpaborku
pactennii ABK akTuBHOCTH 3TOrO (QepmeHra
onIcTpo (yke uepe3 10 MUH) CHIDKAIaCch, yBeIH4e-
HUE >K€ NPOJODKUTEIHHOCTU 3KCIIOHMPOBAHUS C
TOPMOHOM TMPUBOJWIO K HOBBILIEHUIO COAEP/KaHUS
MPHK PP2A u akruBHocTH (epmenra (Pernas et
al, 2007). AxtuBammsi skcmpeccun reHa PP2A
nevicteueM ABK MoxeT OBITH MEXaHM3MOM BO3-
BpallleHs KJIETOK K HCXOZHOMY COCTOSIHHIO U
BOCCTAHOBJICHHMSI UX YyBCTBUTEJIBHOCTH K TAHHOMY
¢uroropmoHny.

B peammnamm Biusinus ABK Ha ycThUIHBII
ammapat 3a/eiicTBOBaH OeJOK-TPaHCKPHUITIMOHHBIN
dakrop MYC2/JIN1 (Ton et al., 2009), xoTopbrii
SBISICTCSI OHIM W3 TJIABHBIX TOJIOKUTEIIBHBIX pe-
TYJISITOPOB ’KACMOHATHHAYIMOEILHON 3KCIPECCUN
reHoB y Arabidopsis thaliana (Dombrecht et al.,
2007; Santino et al, 2013). YcTaHOBjIeHO, YTO
ABK, xak u ’XacMOHOBas KHCIJIOTA, YCWIMBaja
skcnpeccuto rera AtMYC2/JIN1 (Lorenzo et al.,
2004). Ioka3zano orcyrcrBue Biaustansa ABK Ha co-
CTOsIHHE YCThHIl Y MyTaHTOB jinl (Sctpe6 u ap.,
20176). B To ke Bpemsi y myrtaHroB jarl u coil
non BmusiHueM ABK yMenplanace kKak cpemHsas
BeJIMYMHA YCTHMYHOM ameprypbl, TaK U OTHOCH-
TEJIbHOE KOIMMIECTBO OTKPBITHIX yCThHIl (cTped n
Ip., 2017a). B pa6ore Suhita et al. (2004) ormeua-
€TCsl, UTO Yy JIPYTHX KaCMOHATHEYYBCTBUTEIIBHBIX
mytaHToB jarl sddexr ABK nposBisuicst MeHee
3aMETHO, Ye€M Yy PacTeHHi IMKOro Tuma. B Hammx
SKCTIEpPUMEHTaX a0COMIOTHBIE BEJIMYMHBI YCTHUY-
HOM 1mies y MyTaHToB jarl nocie oopadorku ABK
NpUOIMBUTENIHHO  COOTBETCTBOBAJIM TAKOBBIM Y
pactennii Col-0, omHako M3MEHEHHMST anepTyphl 10
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OTHOIICHUIO K HCXOJHOH BeJIMUMHE OB MEHee
CYIIECTBEHHbIMH, Y€M Yy PAaCTE€HHH TUKOrO THIIA
(Sctpe6 u ap., 2017a). Y myranroB COil mocie
06paborku ABK ycThiuHas aneprypa umena 3Ha-
YEeHWsI, He OTJIMYAIOUIMeCs] OT TAKOBBIX y PACTCHUI
Col-0, o6pab6orannbix uroropmorom. Cyire-
CTBEHHOE YMEHbBILECHHE YCTHUYHOM ameprypbl HO-
cie oopaborku 10 MmkM ABK y pacrenuit apabu-
Jorcuca COIl ObUIO TMOKa3aHO paHee B paboTe
Melotto et al. (2006). Taxke HIMEIOTCS CBEACHUS O
YaCTUIHOM TO/IaBJICHAM KOPOHATHHOM (aHTarOHH-
CTOM YyBCTBHUTEJIBHOCTH PACTECHHH K >KACMOHATY)
3aKkpbiBaHus ycThull, uHIymmpyeMoro ABK (Toum
et al., 2016).

[To-Bugumomy, Biustnue ABK Ha cocTosnmne
YCTBHUIl YACTHYHO 3aBUCHUT OT Pa3INYHBIX COCTaB-
JAIOUIMX YKACMOHATHOTO CUrHajuHra. OJHaKo pe-
ampamps BmusiHnsd ABK Ha ycThuuHBINA ammapat
3aBHCHT B TIEPBYIO O4Yepe]b OT (DYHKIMOHMPOBA-
HUS TpaHcKpummonHoro (akropa JIN1/MYC2
(kaK oOTMeuasoch, He TPOSBISACTCS y MYTaHTOB
jinl). BmwmsHue Apyrux OEJIKOBBIX KOMIIOHCHTOB
’KACMOHATHOTO CHUI'HAJIMHIA HAa 3TOT MpolecC He-
3HAYMTENBHOE U, BEPOSTHO, KocBeHHoe (ScTped u
ap., 2017a).

XKacmonoeas kucioma (XKAK), kak u ABK,
OTHOCHUTCSI K CTPECCOBBIM (PUTOTOPMOHAM H CIIO-
coOHa BJIMATH HA COCTOSIHUE YCTBHHIL.

Ilepsbie peakmyu cunre3a KAK mpoucxo-
JAT B MeMOpaHax XJIOporiacToB. B oTBeT Ha neii-
CTBHE BHYTPCHHHX WIM BHEIIHUX CHTHAJIOB oc-
¢donumaszel OTHICIUIAIOT JMHONECHOBYIO (Cig:3) WM
rexkcaaekaTpueHOBYIO (Cig:3) KHCIIOTHI OT JIMIIUI-
Hoit ocHOBBI (Hyun, Lee, 2008). OCHOBHBIM CUH-
taetcs cunre3 JKAK m3 Cyg.3 IpeAIIeCTBEHHUKA TI0
oKTajieKkaTpueHoBoMy myTH (Santino et al., 2013),

KOTOpbIi ~ HAYMHAETCS C  OKUCJICHHI  O-
JIMHOJICHOBOM  KHUCJIOTBI o 13-runponep-
OKCWIMHOJIEHOBOM (13-runpornepokcu-
OKTaJIeKaTPUCHOBOM) C  TmioMompio  13-mwmo-

kcureHassl (Sembdner, Parthier, 1993; Agrawal et
al., 2004). 13-ruaponepoKCHINHOICHOBAs KHCIIOTa
JETUIPUPYETCsT  AJUICHOKCHICHHTA30H, OTHOCS-
meiics K cymepceMmeiictBy mmroxpoma P450
(Laudert, Weiler, 1998), oOpa3yst HecTaOWIBHYIO
12,13-3m0KCHOKTaICKATPUCHOBYIO  KrcyioTy. OHa
LMKJIMBUPYETCA  aJUICHOKCHAIMKIIa30i ¢ 00paso-
BaHneM |2-okcoduronueHoBol KucyoThl  (12-
O®JIK) — mepBoro NEHTAIMKINIECKOTO TMPOU3-
BOJHOTO OKTaJIeKaTPUEHOBOTO MyTH. JTO COEIH-
HEHHE TIOKMIAeT XJIOPOIUIACTHI M CIIEIYIOIIUe 3Ta-
mel cuaTe3a JKAK mporcxomsit B TepoKCHCOMaXx,
rone  12-O®IAK  mpespamaercs  12-OD/IK-
peaykraszoii B 12-okcoduroeHoByr ((3-0KCO-2'-
(22)-nenreHun)-1MKIIONEeHTaH- 1-OKTAaHOBYIO)  KHC-
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nory (Komynaes u np., 2016). Cunre3 XKAK mpo-
HCXOJUT B pe3yJIbTaTe TPeX peakiyil 3-OKucIeHus
12-okcouTOoeHOBOW KHCIIOTBI, KOTOpBIE KaTali-
3UPYIOTCSL  TpeMsl Pa3IMdHBIMU  (PepMEHTaMI:
amu-KoA-okcHunazoil, Tak Ha3bIBAEMBIM MYIBTH-
(GYyHKIMOHAIBHBIM ~ OenkoM U 3-keToarmt-KoA-
tronasoi (Santino et al., 2013). Cunre3upoBaHHas
B nepokcrcomax JKAK ¢ momoripio Hem3BeCTHOTO
MOKa MEXaHM3Ma BBICBOOOXKIIA€TCS B IUTOIUIA3MY
(Santino et al., 2013). OcHOBHBIMU OpraHami, B
KoTopbix cuHre3upyetcsi JKAK, cuwmrarorcst nu-
CThA.

Omuonormieckas akTuBHOCTH JKAK mpo-
ABISIETCA TIOcJie ee mpeoOpa3oBaHusi B H30JICH-
IMIKacMoHaT. B cBs3u ¢ atum 6enok JARI, mpo-
SBISIONMA  aKTHBHOCTh ~ aMMHOAIIICHHTETA3bI,
KOTOpasi KOHBIOTHpYeT aMUHOKHUCIOTHl ¢ JKAK,
CUHUTACTCS OHAM M3 NEPBBIX YYACTHHUKOB B LIETIH
TpaHcaykimm curHanma JKAK B reHerwmdeckwii ar-
nmapat (Staswick, Tiryaki, 2004). B to e Bpems
pELenTOpOM >KacMOHATa, CHELM(PUIHO CBA3BIBA-
oMM KMMEHHO W3OJICHIIMIKACMOHAT, CYUTAETCs
oenok COI1, gpagromiicss 9acThIO KOMIDIEKCA
SCF/COI1, comnpshkeHHOro ¢ yOWKBUTHHOBBIMH
depmenramu (Lackman et al., 2011). Baumonei-
CTBHE C HHM M3OJCHIMIKACMOHATA TPUBOIAUT K
€ro aKTUBALMK M B3aUMOJICICTBHUIO C perpeccopa-
mu XKAK-curnana JAZ- (Jasmonate-Zim-Domain)
OeJKaMu, KOTOpbIe HampaBJAOTCs B 26S mporea-
coMbl it Aerpagarmu (Santino et al., 2013). Ta-
KUM 00pa3oM, OTKpPBIBA€TCS CHUTHAJIBHBIA IyTh
KAK k cremduyeckuM —TpaHCKPUIIIMOHHBIM
dpakropam MYC2, MYC3 u MYC4 (Lackman et
al, 2011). Cuuraercs, uto MY C2 siBisieTCs OJTHAM
W3  TJHaBHBIX  TOJIOXWTENBHBIX  PETYJIATOPOB
’KaCMOHATHHAYLMOEIbHOM 3KCIpeCCH TEeHOB Y
Arabidopsis thaliana. B akruBaimm skcmpeccun
9THX T'€HOB 3ajeiicTBoBaHbl MAP-KUHA3EI, B 4acT-
HoctH, MPK6 (Takahashi et al., 2007). Kak yxe
OTMEYaJoch, TPAaHCKPUIIMOHHBIN (akrop MYC2
ydacTByeT B Iiepejade curHaia He Toibko JKAK,
Ho U ABK, B T.4. mpu MHIYIMPOBaHUM €10 3aKpPbI-
BaHUs YCTBHUIL

Cunres KAK y pacrenuii mHmymmpyertcs
nemctBueM crpeccopoB. Haumbonee wu3yueHHbIM
addekrom siBisieTcst uanyKIms cunre3a JKAK non
JeticTBueM paHeBoro crpecca (Wasternack, Hause,
2013) . B To e BpeMs IOCTaTOYHO JaBHO OBLIO
YCTaHOBJICHO YBEJIMYEHHE CONEP)KAHMS SHAOTCH-
Hoii J)KAK B pacTeHmsx siumeHs mpu abuoThye-
ckoM — ocmormdeckoM — crpecce (Kramell et al.,
1995). V puca u apabumoricrica BBISBICHO YBEH-
yenue kommduectsa JKAK B orBeT Ha nelicTBue xo-
JI0la, TAKXE YCTAHOBJIEHA XOJOIOMHAYLMpyeMas
SKCTIpEeCcCHs] T€HOB, MPUYACTHBIX K cuHTe3y KAK —
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JIMNOKCUI€HA3bI, AJUICHOKCHICUHTA3bl M aJUICHOK-
cunmmknasel (Du et al, 2013; Hu et al., 2013).
VYcunenre SKCTpecCHd T€HOB ITHX (PEPMEHTOB Y
apaOuorncuca MoKa3aHo M MOA BIUSHUEM COJIEBO-
ro ctpecca (Hsu, Kao, 2011).

XKAK cnocobHa MHIYIMpOBaTh MHOTHE (Hu-
3HOJIOTHYECKHE PEaKLMH, BayKHbIE I yCTONYMBO-
CTH pacTeHHil K cTpeccopaM. Tak, yCTaHOBIEHO,
yto JKAK u ee MeTabonueckue npe/iiecTBEHHU-
KU MHULMPOBAJIM 00pa30BaHUE CTPECCOBBIX Oel-
KOB, B T.4. nerunpuHoB (Shen et al., 2004).

Ox3orenHas JKAK ymenblnana mposiBaeHUsS
OKHCITUTEJIBHOTO ArcOanaHca B OpraHax pacTeHH
npy IeHUCTBHM a0MOTHUIECKHX CTPECCOPOB pa3iHv-
HOW TIPUPOIBI, YTO O0YCJIOBIICHO TIOBBIIICHACM aK-
TUBHOCTH AHTHOKCWIAHTHBIX ()EPMEHTOB U CO-
JepKaHUs HU3KOMOJICKYJISIPHBIX aHTHOKCHIAHTOB,
B T.4. (pmaBoHOmMmoB u nponuHa (Komymaer u ap.,
2016; Sctpebd u ap., 2016).

Onuoit w3 ¢ymxmmii XKAK, BaxHbIX 115
YCTOMYMBOCTH PAaCTeHHA K cTpecc-(haKropam,
HapyIIAIONIMM BOJHBIA PEKUM, SIBISIETCS PETYIIS-
WS COCTOSTHUSL yCThHIl. Takue 3PdEeKThI MposBIIs-
eT He Tonbko JKAK, HO u mpyrue OpomyKThl Ju-
nokcureHasHoro kackaga (Munemasa et al., 2011;
Montillet et al., 2013). IToka3zano, uto JKAK mo-
KET BIMATH HAa COCTOSIHHAE YCTBHI] 3aBHCUMBIM
HezaBucuMbiM 0T ABK crnocobamu (de Ollas,
Dodd, 2016). B nepsom ciyuae ABK BeicTynaer B
pormu mocpennvka B peammsami dpdekra KAK.
YcTaHOBIEHO, YTO MO/ KOHTPOJEM J>KacMOHATa,
kak u niox koHTponeM ABK, Haxonurcs akTuBaIms
MEJJIEHHBIX AHHOHHBIX KaHAJIOB S-Twma, obecre-
YUBAIOIIAsT BHIXOJ MOHOB M3 3aMBIKAIOIINX KJIETOK
¥ yMmenblienne ux Typropa (Munemasa et al.,
2011).

CuuraeTcs, uto nHAympoBanHoe KAK 3a-
KpbIBaHHE YCTBHI] MMeeT OoJbliee 3HAaUCHUE INpU
Oomornueckux crtpeccax, a ABK konrpommpyet
YCTBUYHYIO pEaKIMIO TpH BOAHOM Jeduimre
(Montillet et al., 2013). B To ke Bpems Moka3aHo,
YTO O30H-UHIYLHPYEMOE 3aKpPhIBAHHE YCTBHI] CO-
MPOBOXKIAJIOCh  yBENIMUEHHEM KaK 3HIOrCHHOU
ABK, Tak u xacmonara (Brosché et al., 2010).

B wmenom skcnepuMeHTaNbHBIE JAHHBIE 00
YCTBHUYHBIX peakipax, nanyimpyeMbix JKAK wu
METWDKACMOHATOM, MHOTOYMCIICHHBI, HO BeChbMa
npotuBopeunBsl. Hampumep, B pabore Melotto et
al. (2008) mokazaHo, YTO 3TH COCAHHEHUS BbI3bI-
BaJii 3aKpbIBAaHME YCTBHUI[ TOIBKO B JOCTATOYHO
BbICOKOW KoHUeHTpaiwu (Beimie 20 mMxM). Ilpu
obpaborke smunepmuca KAK n meTwnkacMmoHa-
TOM B MEHBIIMX KOHIEHTPAIMSIX Takon d3PdexT He
NpOSIBIISIICS, Oosiee TOro, OTMevajoch WHTHOUPO-
BaHUE 3aKpblBaHMA yCThuIll, Bbi3biBaeMoro ABK.
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Uccnenosanmsimu Savchenko et al. (2014) ycra-
HOBJICHO, YTO OJIUH W3 mpefmecTBeHHUKOB JKAK,
12-okcoduroamenosas kucinora (12-OD/IK), Opina
HaMHOrO Oosee S(PEKTUBHONW TPH HHIYIMPOBA-
HAM 3aKpblBaHWs YCTBHHI] y apalumgorcuca IO
CpaBHEHHIO C MeTWDKacMoHaToM. Ilpu stom 12-
O®JIK cnabo Bnwssia HA anepTypy YCTHHIL y MY-
tanroB aba2-1, a moGasnenue sk3oreHHoil ABK
ycwmBano 3p(eKT 3aMbIKaHUs YCTHHUII Y 3TUX MY-
TaHTOB, BBI3bIBaeMbIil 12-OD/IK.

Kak yxe oTmMedanock, B pelieni U TPaHC-
nykm cursaioB JKAK kimroueByro poiib Urparor
renasl JAR1, COI1 u MYC2. Hx 3HaueHue B TOp-
MOHAJLHOW PEryJSiLMM YCTHUYHOTO ammapaTa m3y-
YeHo HepocTaTovyHo. [lokazaHo, 4TO y MyTaHT HOM
auHMM apabupornicuca jarl-1 ycrbuia ObUM He-
YyBCTBHUTEJBbHBI K 00pabOoTKe METHIDKACMOHATOM,
HO 3aMbIkaauch noj BiumgHueM ABK, xors u B
MEHBIIEH CTENEHH, YEM y PACTEHHM JTHKOrO THIA
(Suhita et al., 2004). V myranroB COil He mpouc-
XOIWIO CYIICCTBEHHBIX W3MEHEHUH COCTOSHUS
yCThUI TpH  00paboTKe  METWDKACMOHATOM
(Melotto et al., 2008).

B Hammix mccrieoBaHMSIX, BBITIOHEHHBIX Ha
JMCTHSIX pacTeHui apabuioncuca pa3HbIX I€HOTH-
T0B, TIOKA3aHO, YTO TOA JeHCTBUEM METWDKacMo-
Hata B KoHueHrpamusix 50-200 mMxM BemmduHa
YCTBUYHOM anepTypbl y PAcTEHHH AUKOrO THIA
(Col-0) cymecTBenHo ymeHbIajach, B To xe
BpeMS MPOLIEHT YaCTHUYHO OTKPBHITBHIX YCTBHUIL TIOJ
BJIUSHAEM HM3KUX KOHLIEHTpAllMii METWHKaCMOHA-
ta (10 1 50 MKM) HECKOJIbKO YBEIIMIUBAJICS, a TIpH
o6paborke 200 MKM MeTWIKacMOHATOM YMEHb-
maincs. Y myranroB jinl u jarl npu oO0paborke
METWDKaCMOHATOM B Pa3jMYHbIX KOHLIEHTPaLMsIX
MOKA3aTeNH, XapakTepH3YIOUMe YCTBUYHYIO akK-
THBHOCTb, TPAKTHUECKH HE MBMEHSJINCH, B TO K€
BpeMsl y TeHoTHIa COil oTMeuanach TCHICHIMS K
HEKOTOPOMY YMEHBILCHHIO BEJIMUMHBI YCThUIHON
aneprypst (Sctped u ap., 2017a).

Brmsinne xacMoHaTa Ha COCTOSIHHE YCTHHY-
HOTO ammapara peaj3yeTcsi C y4acTHEM OCHOB-
HBIX KJIETOYHBIX TOCPEIHUKOB: HWOHOB KaJIbIIHs,
A®K u okcuna azora (Munemasa et al., 2011).

B uyacTHOCTH, TOCTATOYHO J1aBHO YCTAHOB-
J€HO y4acTHe Pa3lIMYHBbIX MYJIOB KaJbLKs B IPO-
sBIeHIN deKTa 3aKphIBAHKS YCTHHIl y PACTEHUN
apabumorcuca Tpu JEHCTBUM METWDKAaCMOHATA
(Suhita et al., 2003). BiokaTopsl KaJbIMEBBIX Ka-
HAJIOB PYTCHHEBBIH KpacHBIH M XJIOPHJ JIaHTaHA
NOJHOCTBIO CHUMAJIM BBI3bIBAEMOE 00PabOTKOM
(UTOrOpMOHOM 3aKpbIBaHWE YCThHIL Takxke 3TOT
3Q(deKT METHDKACMOHATA TOHOCTHIO YCTPAHSLICS
npu 00paboTKe SIMIEpPMUCA AHTATOHUCTOM Kajlb-
MOIyIMHa TpHUpTOpriepasuHoM. B To ke Bpems
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00paboTKa XeJaaTopoM BHEKJIETOYHOTO KaJIbIs
OI'TA nump yacTrdHO HEBeMpoBaia dddekT 3a-
KPBIBaHMS YCTBHHII, BHI3BIBAEMBI METIIDKACMOHA-
toM. C Ipyro#t CTOpOHBI, IPH ICHCTBHH HA YCTHH-
ma wmHruouropa (ochomumaser C U73122 cyime-
CTBCHHBIX M3MCHCHUI B TPOSBJICHUU dddekTa Me-
TWDKAaCMOHaTa He HaOJIOAanoch. ABTOpHI Ipeji-
NOJNATAIOT, YTO BKJAJ W3MCHCHHI KaJbIEBOTO
romecrasa, KOHTpoImpyeMbIx ¢ocdomrmasoii C, B
MPOLIECCHI  PETYISIMN YCTHUIl METIDKACMOHATOM
ne3HauureneH (Suhita et al., 2003).

ITommmo KaJIbIMs B KAK-mHIy-
[MPOBAHHOM 3aKPBIBAHMM YCTBHHI[ 3aJ1€HCTBOBAHBI
A®K u okcun azora. [lokazanbl 3ddexTsl TOBHI-
mernust comepkanmst NO u ADK B 3aMBIKarOIMX
KieTkax y pacrenuit Arabidopsis thaliana u Vicia
faba mpu oopaborke XKAK wim MeTwnKacMOHATOM
(Liu et al., 2005; Munemasa et al., 2007). Ycra-
HOBJICHO, YTO (D)epMEHTATHUBHBIM HCTOYHHKOM
A®K npu MHOYIMPOBAaHMH YCTBHUYHBIX peaKIyi
»kacMoHaToM siBisieTcss HAJI®OH-okcunasa, HO He
nepokcuaasa (Munemasa et al., 2011).

Psin skcriepuMeHTaNbHBIX JaHHBIX CBHICTE-
JCTBYET O pOJM OKCHIA a30Ta B HPOSBICHHH
yCThUYHBIX 3(heKTOB kacMoHaTa. B pabore Liu et
al. (2005), BBITIONHEHHOM HA KJIETKaX JMUICPMECA
TMcTheB 6000B, MOKA3aHO, YTO 3aKPhIBAHUE YCTh-
nii, BeI3bIBaeMoe JKAK, ycTpansinoch HHrHOWTO-
pom NO-cunrazsr xwuBoTHbIX (L-NAME). B
HallMX WCCJICIOBAHUAX YCTAHOBJICHO, YTO HHIY-
IMPOBAHHOE  METWDKACMOHATOM  YMCHBILICHHUES
pa3Mepa YCThUYHOM IICIM U KOJNMYECTBAa OTKPHI-
TBHIX YCTBUI y pacTeHHIl apabuoncuca npakTHy e-
CKM TIOJHOCTBIO YCTPAaHSJIOCH IIpe/IBAPHUTEIIHLHOM
00paboOTKOI KIIETOK SMUIEPMHUCA CKAaBEHIKEPOM
okcuna azora PTIO m wacTmaHO MHrHOWMTOpaMH
NO-cunrasbl xuBoTHbIX (L-NAME) u murpatpe-
IyKTa3sl (Bonb(hpamaTom HaTpus) (Actped u ap., B
nevyaTy). TakuMm 0Opa3oM, NMOTy4EHHbIE Pe3yiIbTa-
THI TOKa3bIBAIOT 3HaueHue oOpazoanuss NO nBy-
Ms OCHOBHBIMH MyTSMHU B peaymzaimn 3PHeKToB
METWDKAaCMOHATa Ha COCTOSIHHE YCTHHUIL B TO ke
Bpems Ha smmnepmuce Vicia faba nokasano, uto
VHIMOMPOBAHHE HUTPATPEIyKTa3bl HE CHAMAJIO
apdekT 3aKppiBaHMS ~ YCTHHUIl, BBI3BIBAEMBIN
»kacMoHoBo# kucioroit (Liu et al, 2005). Bos-
MOJKHO, YTO BKJIaJl Pa3IMIHbIX myTeit cuare3a NO
B 3aMBIKAIONIMX KJIETKaX MOXET M3MEHATHCS B 3a-
BHCHMOCTH OT BHJIa I BO3pAacTa PaCTEHHUM, a TaKKe
3KCTIEPUMEHTAJIBHBIX YCIIOBHIL

Canuyunosas xucroma (CK) B HacTos1Iee
BpEeMsI pacCMaTpPUBAETCS KaK SHIOTCHHBIN TOJH-
(byHKIMOHANBHBI ~ OuoperynaTop  (peHombHOM
TPUPOJIbI, TIPUHUM ALK y4acTHe B KICTOYHOM
CUrHAJIMHTEe, POCTOBBIX Ipoleccax U (hopMHUpOBa-
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HUM aJamnTHBHBIX peakimii pactenuit (Komymaes,
Sctped, 2013). JleTaipHO HCCIIEIOBAHO y4aCTHE
CaMIWIaTa B PEAKIMSIX PacTEHUH HAa HMHPUIMPO-
Banre maroreHamu. CK siBiseTcst onHOM u3 Kito-
YEBBIX MOJICKYII, 3a]IHCTBOBAHHBIX B (JOPMHUPOBa-
HAM CHCTEMHOW TMPHOOPETEHHON YCTOWYMBOCTHU
(CITY) (Mauch-Mani, Metraux, 1998; Bacrokosa,
OseperkoBckast, 2007).

Cunre3 CK y pacTeHHil TIPOMUCXOAUT B pe-
3yJAbTaTe NpPEeBpaIlCHU MIMKUMOBOW KHCIIOTHI, 110
MeHblel Mepe, AByMs MyTAMU. OCHOBHBIM CUUTa-
ercs (eHWINPONAHOWIHBIN, CBS3aHHBIA C TIpe-
BpalieHneM (eHWIAJaHNHA B TPaHC-KOPUIHYIO
KHCJIOTY C ydacTueM (peHrIaiaHMHaM M OHHIHA3 b
(Mauch-Mani, Slusarenko, 1996; Bactokosa, O3e-
peuxoBckasi, 2007; Chen et al., 2009; Vogt, 2010).
TpaHc-kopHuHasi KHCIIOTa MpeBpam@aercss B OeH-
300HYy0, M3 KOTOpOH MOJ JleicTBUEM OeH30at-2-
ruapokcmwiasbl oopaszyercs CK. B xmopormacTtax
YCTaHOBJICHO HAJWYME aJbTEPHATHUBHOIO IyTH
ouocuareza CK (BacrokoBa, O3sepelkoBckas,
2007). Ilpu 3TOM HCXOIHBIM COEJMHEHHUEM JIJIS
obpazoBammst CK BeICTymaeT He (EeHWIANAHUH, a
Jpyroe NpOM3BOJHOE IIMKUMOBOW KHCIIOTBI — XO-
pmMoBas kuciora. [locnenssss mop neicTBHEM
M30XOPHU3MATCHHTA3bl MPEBPAIIAETCS B M30XOpU3-
MOBYIO KHCJIOTY, W3 KOTOPOM C y4acTHEM H30XO-
pr3MaTIMpyBaTimassl U oopasyercs CK.

B nenom yuactue CK B peammzaimm peax-
1M PAaCTeHUH Ha JEWCTBUE aOMOTHYECKHX CTpec-
COpPOB M3YYEHO 3HAYMTENILHO ciiabee MO cpaBHe-
HUAIO ¢ peakimsMHu Ha uHuimpoBanue (Hayat et
al., 2010; Hara et al., 2012). TTomyueHs! cBeaeHMSA
0 TOBBIIIEHHH SHAOreHHoro conepkanmss CK mpu
JEHWCTBUM THIEPTEPMUM HA PACTEHUS TOPUHLIBI
(Dat et al., 1998), kynbTypy KIeTOK apabumoncuca
(Kaplan et al., 2004), pactenust BuHorpaaa (Wang,
Li, 2006). IloBbimieHue comepskaHus SHAOTCHHON
CK B oTBeT Ha BOIHBIN CTpecC, BBI3BIBAEMBIN I0-
TIVDTWICHTJIMKOJIEM, TIOKa3aHO Ha PACTEHHSX coe-
BeIX 0000B (Hamayun et al., 2010). B mHorouuc-
JICHHBIX paboTax MOKa3aHO MOJOXKUTEIHHOE BIUS-
Hre 3k3oreHHoON CK Ha yCTOWMYMBOCTH pacTEHHI
KaK K OMOTUYECKHM, TaK U K a0MOTHIECKUM CTpec-
copam (Komymaes, Sctpe6, 2013). Ilpu stom
BIIOJTHE BEPOSITHO, YTO OJHOM M3 COCTABIIFOIINX
nionoxwurensHoro BivsiHUA CK Ha yCcTONIMBOCTH K
NAaTOr€HHBIM MHBA3WsIM U CTpeccaM, CBS3aHHBIM C
00€3BOXKHMBaHIEM, MOXET OBITh €€ BIMSHHE HA
YCTBHYHBIN anmapar.

B uccnenoBanmsx, MpoOBECHHBIX JIBa JECs-
TWIETHA TOMY Hazaj, coodmiaeTcs, 910 CK BbI3bI-
BaeT 3akpbiBaHue ycThuil (Mori et al., 2001). B pa-
6ore Lee (1998) mokaszamo, uTo 3k30renHas CK
BbI3BaJIa 3aMbIKAaHUE YCTHHII, IPH KOTOPOM OTMe-
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4aJoCh TIOBBIIICHHE COMACPXKAHMS MEPOKCHIA BO-
nopoza B kietkax Commelina communis. Ipeamo-
JaraeTcsl TakkKe y4acTHe CYNEPOKCHIHOTO pajliv-
Kajla ¥ WOHOB KaJIbIMSl B MHIYIIMPOBAHHOM 3K30-
TEHHOM  CAJMIUIOBOM  KHCJOTOM  3aKphIBAaHUM
yerbun y Vicia faba (Mori et al., 2001). Ecte oc-
HoBaHus mnomarath, 4To H,O, MOXeT oka3bIBaTh
BJIMSIHHE HA COCTOSHME YCTBHII IMyT€M HHIHOUpO-
BaHWI TOCTYIUICHUS KAaTHOHOB KaJusl 4yepe3 Iuias-
MaJleMMy BOBHYTPb 3aMBIKAIOIIMX KIETOK. B pa-
o6ore Khokon et al. (2011) wmccremoBana ponb
AO®K ¥ 1MTO30JbHBIX MOHOB KajbIMsl B UHIYHPO-
BaHHOM CK 3akpblBaHMM yCTBHHUII y apabuioncuca.
Otor 3hdeKT ycTpamsics NpeaBapuUTelbHONH 00-
paborkoii smuaepmuca karamazod u COJl, uto
ykazpiBasio Ha ydactue ADK B 3TOM mporecce.
Wuruburop mnepokcunassl  (CaTHIITHIPOKCAM O-
Bas KHWCJIOTA) TOJHOCTHIO CHEMAaI ekt camu-
IWIAT-MHAYIMPOBAHHOTO 3aKPbIBAHUS YCTHHI, B
To Bpemsi kak wunHruourop HAJIPH-okcunassr
TUGESHWICHIOAOHMYM TaKOrO BIMSHUS HE OKa3bl-
Bas. Y myranroB no resam HAJIDH-okcunaszsl
atrbohD wu atrbohF BiusiHue canmimIoBOi KHCIIO-
THI HA COCTOSTHHUE YCTBHII IPOSIBISIIIOCH TaK XKe, KaK
U y pacTeHuit qukoro Tuna. OO0pa3oBaHHe MEPOK-
cyaa BOJOPOJa B 3aMBIKAIONMX KI€TKAaX MUHIYIH-
pOBaJIO TOCJIEAYIOIIEE HAKOIUICHWE B HHMX OKCHIA
azora. MHrHOWTOp TMEepOKCHAa3bl CAJMIITHIPOK-
caMoBasi KHCJIOTa CHMMas 3TOT 3¢dekr. Takxke
BIWSIHHEC CAJIMIIUIOBOM KHCIIOTBI Ha  aneprypy
YCTBHUIl TIONHOCTBIO HUBEJIMPOBAJIOCH XEJIaTOPOM
BHeKieTouHoro kambimsi OI'TA (Khokon et al.,
2011).

Oxcun a3ora, HapsAoy C TEPOKCHIOM BOIO-
pola W KajblMeM, MOXET OBITh 3aJCHCTBOBAH B
BBI3BIBAEMOM CaJIMIIWIOBOM KHUCIIOTOH 3aKPbIBaHHH
yerpui, M3BecTHo, uto NO, kak u CK, ObIcTpO
HAKaITIMBAE€TCSl B PACTEHUAX TPH MHPHUIMPOBAHUN
Wi 00pabOTKE AIHCUTOPAMU, aKTHBHPYS 3aIlUT-
HBIE TeHBI, @ B HEKOTOPBIX CITydasix BBI3bIBas peakx-
o cBepxuyBcTBUTebHOCTH (Durner et al., 1998;
Delloonne etal., 2001). Yuactue NO B caimmmiar-
WHIYIIMPOBAaHHOM 3aKpbiBaHMM YycThUIl Yy VicCia
faba noka3zano MHrHOUTOPHBIM MeTomoM. [To3aHee
NPSMBIMU METOAAMH OBIIO TIOKa3aHO, YTO CaJULIH-
JoBask KUCJIOTA BBI3bIBAJIa TIOBBIIICHUE COIEpXKa-
must NO B 3aMBIKalONMX KJIETKaxX apaOwmorcuca
(Hao et al., 2010). Drtor >(ddekT MNOITHOCTHIO
ycTpaHsiyicsl CKaBeHKepoM okcuna azora PTIO n
yacTrnaHo uHruOuTopamMu NO-cUHTa3bl )KUBOTHBIX
(L-NAME) u HurpaTpeaykrasbl (BOIb(ppaMaTom).
[Ipu sToM yKa3aHHBIE MHIHOWTOPHI MPaKTHUIECKU
TIOJITHOCTHIO ~ HHMBEJIMPOBAJIM BBI3BIBACMOE  CalIH-
[WIATOM 3aKpbIBAaHUE YCTHHIL Y4YacTHe OKCHIa
a3ora, o0pa3yroIIerocsi BOCCTAHOBUTEIBHBIM IIy-
TEM, B MHAYIHMPOBAHWM 3aKPbIBAHWS YCTBHII MOJ-
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TBEPXKIEHO M C HCIONIb30BAaHUEM MYTAHTOB IO
HUTpaTpeaykTase. Y pacTeHuid apadbumorncuca nial
¥ Nia2 3aMbIKaHUE YCTBHHUIL MO BIUSTHUEM CAaJIML-
JIOBOI KUCJIOTHI TIPOSIBISIOCH cliabee, 4eM y TUKO-
IO THIA, & Y IBOMHBIX MyTaHTOB hial/nia2 ue mpo-
sBisiIochk BoobOIe (Hao et al., 2010). Takke uHry-
OUTOPHBIM METO/IOM YCTAHOBJICHO y4acTHe IpoTe-
nHkmHa3, I M® 1 1A J[D-prbo36l B BRI3BIBAEMOM
camiatoM HakomwieHnd NO ©  3aKpbIBaHUM
ycThull y pactenunii Arabidopsis thaliana.

[Ipenmonaraercsi, 4TO KIMOYEBBIM dPHEeKTOM
CAJIMIIWIOBOM KHCJIOTHI HAa COCTOSIHHE YCTBHII SIB-
JAETCS BBIXOJ MOHOB KaJIMSl W3 3aMBIKAOIINX KiIe-
Tok. Kak m B ciayuae ¢ ABK u XAK, mo-
BUIMMOMY, OH SIBJISICTCSI CJICICTBHEM JICTIONISIPH3a-
M1 MeMOpaH, 0OYCIIOBIICHHOW akTUBaIped Mej-
JeHHBIX aHvoHHBIX KaHajgoB SLACL (Montillet et
al., 2013).

Omunen. Pa3mmdHble CTpEecCOBbIE BO3ZEiH-
CTBHS aKTHBUPYIOT 00pa30BaHHMEe JTWICHA B pac-
TUTENbHBIX TKaHiIx (Morgan, Drew, 1997). Cuunra-
€TCs1, YTO ITIICH HHTHOUPYET POCT MOOETOB B OT-
BET HA pa3iMYHbIC THIBI CTPECCA M CHTHAJIBI pas3-
Burus (Abeles et al., 1992). DTunen cunre3npyeT-
CA B OTBET Ha JEHCTBHE Pa3jMYHBIX CTPECCOPOB:
MEXaHMYECKHX TOBPEXK/CHUI, KOPHEBOW THIIO-
KCHM, 3aCyXH, 3aCOJICHHS, TSDKEJBIX METAJUIOB,
AKCTPEMAIILHBIX TEMIIEPATYP, MATOT€HHBIX TPUOOB
u Oakrepui. OH cBoOOAHO mUpGYHIUPYET TIO
KJIeTKaM | ObIcTpo yneryduBaetcs. JJo 90% cun-
TE3UPOBAHHOIO TOPMOHA MOKUIAET PaCTEHUE B Te-
yenne 1 muH (Ynpkosa, 2002). Tem He MeHee, OH
yCTIeBAET CBA3ATHCA C JIOKAIM30BAHHBIM B IIa3Ma-
nemme perenropom ETR1. Cucrema Tpancaykimum
curfanga BikmodaeT [ Td-cBs3piBaronmwe OCKH,
MPOTEUHKMHA3KI U Kalblid. Kpome Toro, ajis BbI-
3BIBAEMOr0 STWIEHOM 3aKpPBIBAHHS YCTHHI] HEOO-
XOIMMO CTHUMYJIMPOBAaHHE T€HEpalMi TMEPOKCHIA
Bomopona ¢ ydactuem RbohF (Desikan et al.,
2006).

HecMotpst Ha noMuHMpOBaHUE NpeiCcTaBIIe-
HUA O POCTHHTHOWPYIOIIEM JICWCTBUM O3TWICHA,
CBEJICHMS O €ro BIIMSHUM Ha POCT PACTEHHH Mpo-
tuBopeurBbl (Achard et al., 2003). OOHapyxeHa
€ro CrocoOHOCTh HE TOJBKO YTHETaTh, HO M CTH-
MYJIHMPOBAaTh POCT PACTEHHH B 3aBHCUMOCTH OT
KOHIICHTPAllMY, BHAA PAacTEHHW W YCJIOBUW BBIpa-
nwBanus (Illaprmoa u np., 2012). Ilpeamnonara-
€TCsl, YTO HEOHO3HAYHOCTH A(PHEKTOB ITHICHA Ha
pacTeHust 00yCIJIOBJIEHA €0 CJIOXKHBIM B3aUM OJ1€ -
CTBHEM c JpyTrUMU ¢uroropmoHaMu
(Vandenbussche, van der Straeten, 2007).

HeonmHo3HauHBIM SIBIIIETCS M JEUCTBUE ITU-
JeHa Ha cocTosiHue ycrbuil. Cam mo cebe 1ot ¢u-
TOTOPMOH BBI3BIBAET 3aKPHITHE YCTBHUIl, HO TIPH
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coBMmecTHoM JetictBun ¢ ABK moxeT, Hao6opor,
CHOCOOCTBOBAThH MOJJICPKAHUAIO YCTBHHI] B OTKPBI-
tom coctossam (Wilkinson, Davies. 2009). [Toka-
3aHO, YTO 3TWIEH HE OKAa3blBaJl aHTArOHUCTHYeE-
CKOTO JICHCTBUSI HA YCThUYHBIN OTBET HA 00paboT-
Ky ABK y 3TWwieH-HEUyBCTBUTEIIbHBIX MYTAaHTOB
apabumnorncuca etrl-1 wm Ein3-1 (Tanaka et al.,
2005).

C apyroil cTOpOHBI, MpeIoaaraloT, 4To pe-
uenrrop twineHa ETR1 BeimonxseT nBe ponu — oc-
HOBHYIO (BOCTIpHSITHE O3TWICHA) U JOTOIHUTEIIb-
HyI0O — y4acTHe B Ilepelaye CUrHajia TepoKCHIa
BOJOpOJa KAaK yJYacCTHUKA CUIHAJBHOTO Kackaga
ABK (Wang, Song, 2008). Otu pa3nmaHeie QyHK-
IMM, BEPOSITHO, BBITIOJIHSIFOT —pa3HbIe  JIOMEHBI
ETRI. Ilpu srom cBsa3biBanue stuwineHa ¢ ETRI
WHTHOMPYET albTePHATHMBHYIO (YHKIMIO 3TOTO
Oesika, CBSI3aHHYIO C y4acCTHEM B TPAaHCIyKLWH
curnana ABK.

Takke BIOJHE BEPOSTHBIM MpE/ICTABISETCS
(yHKIMOHAJILHOE ~ B3aUMOJICVICTBHE OSTWICHA C
KAK npu peryiasuyi COCTOSHUS YCTBHL, IIO-
CKOJIbKY CHTHaJIbHbIE IyTH 3THX (PUTOTOPMOHOB
nepecekarTcs. Tak, IMEIOTCA TaHHbIe 00 y9acTHd
TPaHCKPUITIMOHHBIX (hakTopoB cemeiicTBa ERF B
repefjaye CUrHajJoB HE TOJNBKO 3TWIEHa, HO U
JKAK (Kazan, Manners, 2008). B 1ie10M e Bims-
HUE 3TWIEHa Ha COCTOSHHE YCTBHUIl U €T0 B3aUMO-
JEUCTBUE C JPYTMMH CTPECCOBBIMU TOPMOHAMU
IPH PEryisilMd YCTBUYHOIO armmapaTa W3y4eHO
HeJIOCTaTOYHO.

Pony zazompancmummepoe 6 pezynayuu
ycmuvuuHo2o annapama

Oxcuo azoma. Monookcun azora (NO) —
munowibHasE MOJEKyJa, CHocoOHasi JIeTKO Aud-
(byHIUpOBaThH Yepe3 MeMOpaHbl — SABJISCTCS TJ1aB-
HBIM TIPE/ICTaBHUTENIEM aKTUBHBIX (opMm a3oTa.
@OyHKIMK OKCHIa a30Ta Y PACTCHHI aKTUBHO HM3Y-
yaroTcsa ¢ koHna XX crometws (Delledonne et
al.,1998; Durner et al., 1998).

ITytn obpa3oBaHus okcuia a3ora y pacre-
HUM J10 CUX TIOp OCTAIOTCS MPEIMETOM JUCKYCCHU
(Mur et al, 2013). OcHoBHbIMH cyuTaroTcs L-
AprMHMH- W HATPAT/HUTPHUT-3aBUCUMBIE  TyTH
(I'nstapko u ap., 2012; Mur et al., 2013). Ipeano-
Jaraercsi, YTO AapruHUH-3aBHCUMBIN cuHTe3 NO
AHAJIOTMYEH TPOMCXOJSIIEMY B KIETKaxX >KHBOT-
HbIX. OIHAKO K HACTOSIIEMY BPEMEHH TOMOJIOTH
NO-cuHTa3bl KHUBOTHBIX BBISBICHBI TOJIBKO Y 3€-
JIEHBIX BOJOPOCJIEH, HO HE Y BBICIIMX PACTCHUU
(Roszer, 2014). B To xe BpeMsi €CTh OCHOBaHHUA
roJiaraTh, YTO Yy BBICIIMX PACTEHUNA UMEIOTCA Oe-
KM, KOTOpbIE B KOOMNEpalMH MOTYT Te€HEPHUpPOBATh
NO, ucnonb3ys B kauecTBe cyocTpara L-aprunvH.
Ora peakims, Kak W Katamsupyemas NO-
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CHHTa30H >KMBOTHBIX, TIPOUCXOAUT TPH HAIMY WA
HAJI®H, ®MH, ®A]l, kaipMoAyiMHA W HOHOB
kanbims (Corpas, Barroso, 2017).

B monp3y cymiecTBoBaHusS y pacTeHuid ap-
THHUH-3aBUCUMOr0 oOpa3oBanusi NO cBUAETEb-
CTBYIOT MHOTOYHCJICHHBIC JIaHHBIE OO0 YTrHETCHHU
ero cuHTe3a u MHOruX NO-3aBHCHMBIX TPOIIECCOB
JIeViCTBEEM Ha pacTeHuws wuHruouropamu NO-
currassl (Crawford, 2005). B To ke BpeMs momy-
YeHBI 3KCTICPUMEHTAIbHBIE JIAHHBIE O 3HAYHTEIb-
HOM (BO3MOYKHO, TOMHMHHUPYIOILIEM ) BKIIajie B CHH-
TE3 OKCHJA a30Ta IMyTH BOCCTAHOBIICHUS HATPATOB
¢ ygactueMm Hurpatpeaykrassl (Shi, Li, 2008; Mur
et al., 2013).

YcTaHOBICHO, YTO, KaK BaXKHAS BHYTPU- H
MEXXKJIETOYHAs] CUTHAJIbHASI MOJIEKYJa, OKCHI a30-
Ta y4acTBYET B PETYJSIIMU KJICTOYHOTO IMKJIA pac-
TUTENBHOM KJIETKH, Tpoleccax TMpopacTaHus ce-
MsiH, aesTromsiime, pusorenesa (Correa-Aragunde
et al., 2004; Wilson et al., 2008), B3aumMoaeHCcTBYS
pactenmii ¢ cumbuonramu (I'ssHBKO, Bacunbena,
2010; Del Giudice et al, 2011) u matoreHamu
(Mamaesa u np., 2015). Oxcun a3ora 3aneicTBo-
BaH B TPAaHCAYKIMHA CHUrHAJIOB, CTHMYJHPYIOIIHX
cuHTe3 (DUTOrOPMOHOB, B YAaCTHOCTH, JTHICHA
(Wilson et al., 2008), ABK (Xing et al, 2004) u
aykcuna (Tewari et al., 2008). B nocneanee Bpemst
OKCHJIY a30Ta OTBOJUTCS 0co0asi poiib B MpoIec-
cax aJlanTamyi pacTEHUH K JeWCTBUIO a0HOTHY e-
CKUX CTPECCOPOB CaMOW Pa3JIMIHON TPHPOABI, B
T.4. THIO- M THIICPTEPMUH, M30BITOYHOTO OCBEIIe-
HUS1, YIbTpadroneTa, 3aCOICHHS, TSHKEIIBIX METall-
noB (Zhang et al., 2006; Xu et al., 2010; Kpacu-
neHko u ap., 2010; Kaprern u ap., 2015).

Oxcuz a30Ta WUrpaet BakHYIO pOJib B pery-
JSIIMM COCTOSTHUA YCThUIl. Ero yuactwe B TpaHc-
JIYKIMH CUTHAJIOB (DUTOTOPMOHOB, 3aJ1CHCTBOBaH-
HBIX B YCTHHYHBIX PEAKIMIX, OMFCaHO BbIIE. B TO
KE BpeMsI MEHee M3YYCHHBIM OCTACTCS BIIHSHHC
HEToCpeICTBeHHBIX AOHOPOB NO Ha YCTBHHUYHBIN
ammapat. CrocoOHOCTh OKCHIa a30Ta Herocpei-
CTBEHHO BBI3BIBATH 3aKpbIBAHHE YCTHUIL ObLIa MO-
Ka3aHa B Havajie HeiHelHero crojietus (Desikan et
al., 2002). DddexTr 3aKpeIBaHusT YCTHHUI HAOIIO-
JAJMCh TIpU 00paboTKe MIEPMHUCA JTMCTHEB apa-
Oworcrica JTOHOpaMHM OKCHAa a30Ta HHUTPONpPYC-
cunom Hatpusi (HIIH) wu w=urpurom Hatpus
(Desikan et al., 2002; Neill et al., 2002). Hamu mo-
KazaHa CTOCOOHOCTh OK30T€HHOro L-apruHnHa
BBI3BIBATH 3aKpbIBAHWE YCTHHUIl Y apaOuiorncuca.
OTOT 3hPEeKT aMUHOKHCIIOTHI TOAABIISJICS VHIH-
ouropom NO-cuaTa3bl kuBOTHBIX L-NAME, uTo
yKa3bIBaeT Ha JelcTBHe L-apriHiHa MMEHHO Kak
UCTOYHUKA OKcwia azora (Slctped u ap., B meda-
TH).
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MexaHu3MBI 1EMCTBUA OKCHA a30Ta Ha CO-
CTOSIHME YCTBHL] MOHATHBI JAJIEKO HE IOJHOCTHIO.
Ux paccmaTpuBatoT B KOHTEKCTE MPEACTABICHUM O
curtaimare NO B pacTUTENBHBIX KJIETKaX BOOOIIE,
KOTOPBIN TAKXKE /10 CHX TOp SIBISIETCS TPEeMETOM
nuckyccum. [Ipennonaraercs, 4To B pacTUTEIbHBIX
KJIEeTKaX, KaK U B KJIE€TKaX >KUBOTHBIX, B KAUECTBE
OJJTHOTO M3 CHUTHAJbHBIX MOCPEIHUKOB MEKAY OK-
CHIOM Aa30Ta M TeHOMOM BbICTynaeT wl M®
(Wilson et al., 2008). On obpasyetcss w3 I'TD ¢
TIOMOIIBI0 PACTBOPUMOM IMTOINIa3MATHYECKON T'e-
TEpOAMMEPHON TryaHWnaTiWKIa3bl. [lombITKM BbI-
SBJIEHUS 3TOro (epMEeHTa y BBICIIMX PACTEHHIl
MOJIEKYJIIPHO-T€HETUIECKUMHY ~ METOJAMM  I10Ka
ycriexoM He yBenHdaiuch (Baudouin 2011). Xors
BO MHOTHX HCCIIEZIOBAHMSIX, B YACTHOCTH, BBIIIOJI-
HEHHBIX C WCIIOJb30BAHHEM WHTHOUTOPHOTO aHa-
7M3a, MOKa3aHa CBSI3b MEXIY OKCHIOM a3zoTa U
ul'M® kak KOMIIOHEHTaMM CHTHAJBHOM TpaHC-
nykip y pactenmii (bakakwmna w ap., 2011;
Baudouin, 2011). OgHako MexXaHU3MBI 3TOM CBSI3U
OCTAIOTCSl TIOKa HEM3BECTHBIMU.

Hakomnenve ul M® BBI3BIBAECT yBEIHUEHUE
B KJIETKaX €I1l¢ OJHOTO CUIHAJIBHOIO MOCPEHUKA —
A JI®-prbo3b1, AelicTBHE KOTOPOH CBSI3aHO CO
CTUMYJIMPOBAHMEM BHYTPHKJICTOUHBIX KaJIbLHeE-
BBIX KaHAJIOB, JIOKAJM30BAHHBIX MPEHUMYILECTBEH-
HO B TOHOIUIACTE, M YCWICHHEM HOCTYIUICHUS
KaJblWs B LMTO30JIb, YTO NMPUBOAUT K AKTHUBALMU
KanpIMi3aBUCUMBIX mporemHkuHa3 (Neill et al,
2008). IlokazaHo, 4TO JIOHOPBI OKCHIIA a30Ta CIIO-
COOCTBYIOT YBEIMYCHHIO COIAEPXKAHMS LATO30JIb-
HOro KaJIbls B pacTUTENbHBIX KieTkax (Lamotte
et al, 2004). [IpenmonaraeTcs, 9TO B TakoM 3¢-
(exTe MOTryT OBITH 3a7€HCTBOBAHBI Pa3HbIC MYJIbI
KaJbIMA M pa3iMYHbIE THUIbI KaJbIMEBBIX KaHAJIOB,
MOCKOJBbKY KaJIbLMEBBIC «IIMKW» B TOW WIA WMHOU
CTENEH! TO/IaBIUIHCH 00pabOTKON paCTUTENbHBIX
KJIETOK XeNaTopoM BHemHero Kanbimsi Ol TA,
0JIoKaTopaMM KaJbLMEBBIX KAaHAJOB, YYBCTBH-
TenbHbIX K VD3, 1 KanblMeBBIX KaHAJIOB, PETYIIH-
pyembix A JI®-pubo3oii (Lamotte et al., 2006).

[IpenmonaraeTcsi, YTO W3MEHEHHS] KOHLEH-
TpalmM Kaiblpsd M oOpatuMoe  (ochoprIupoBa-
HUe OEJIKOB SIBJIIIOTCSL ABYMS HpoOLECCaMM, IEH-
TpajbHBIMM JUII CUTHAJIMHIA B 3aMbIKAIOIIMX
wietkax yctouil (Neill et al., 2008). I1pu sTom ox-
HOM M3 OCHOBHBIX MHUILEHEH 3TUX MNPOLECCOB MO-
ryr ObiTh aHWoHHBIE KaHasibl SLAC. B cBs3u ¢
9THM MOXHO MOJIaraTh, YTO OJHUM W3 HauoOolee
BEPOSITHBIX MEXaHM3MOB ydacTusi NO B yCTBHYHOI
PEryIsIly SBIAETCS €r0 HeNOCPEeICTBEHHOE BIIH-
stHAe Ha 9TH npouecchl. M3secTHo, uTo ABK 1 NO
AKTUBUPYIOT MHTOT€HAKTHBHPYEMbIE TNPOTEHHKU-
Ha3bl (MAP-kuna3er) (Desikan et al., 2004; Zhang
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et al., 2007). AkruBammst MAP-kuHa3 paccmartpu-
BAeTCA KaK pPEe3yJabTaT CHUTHAJIBLHOIO B3auUMOJEi-
CTBUS TIEPOKCHIIA BOJOPO/IA M OKCHIA a30Ta, He0O-
xonumoro 11 ABK-uHnymmpoBaHHOro 3akpbiBa-
Hus yerou (Desikan et al., 2004).

B pabore Sokolovski et al. (2005) mokazana
HEOOXOAMMOCTh  TpoueccoB  (ochOopTMpOBaHUS
0eJIKOB 111 M3MEHEHUs MOTOKa Kaibims 1yt NO-
MHIYIIMPOBAHHOTO 3aKpbIBaHMs ycThuil Onocpe-
noBarHoe NO rmopsimenne koHneHrpamm Ca’’ B
IMTO30JI€ 3aMBIKAIONIMX KJIETOK OOpaTUMO HHIH-
OMpOBaJIOCH AHTATOHMCTAMH TPOTEHHKMHA3 CTa-
ycropuHOM U K252A. AHTaroHWCTHl TPOTEHHKU-
Ha3 BbI3bIBAJIM MOTEePr0 NO-4yBCTBUTEILHOCTH Ka-
JMEBBIX W XJIOPHBIX KaHAJOB. ODTH PE3yJbTaThl
CBHUAETENILCTBYIOT O TOM, 4T0 NO-3aBUCHMBIE CHT-
HaJIbl MOTYT MOAYJIMPOBATHCS MOCPEACTBOM (poc-
(doprwmpoBaHuss O0ENKOB Tepe/ BBICBOOOKIEHUEM
Ca’" 3 BHYTPHKIICTOUHBIX KOMIAPTMEHTOB. IIpu
ToM Tmporiecc (pocHopwINpOBaH KOHTPOIHPY-
ercst ABK (Sokolovski et al., 2005). B cornmacum c
MOJIEJIbIO, TIPE/INONIAaraomieii COBMECTHOE BIIHSTHHC
ABK wu okcuma azora Ha TPOILECCHI 0OPaTUMOro
dochopwmpoBanuss OEKOB W M3MEHEHHS Kallb-
IMEBOr0 TOMEOCTa3a, HEOOXOMUMBIE I M3MEHE-
HUS COCTOSHMS YCTBHUI, HAXOASTCS W JIaHHBIC
Desikan et al. (2002), noka3zaBmmx, 4TO JOHOP OK-
cuna azora HITH He BBI3BIBAJ 3aKphIBAHHUE YCTHHIL
y ABK-HeuyBcTBHUTENBHBIX MyTaHToB abil-1 u
abi2-1. Takxe, kKaK y)ke 0OTMEUajoCh, OKCHII a30Ta
o0namaeT CHocOOHOCTHIO HHIAYIMPOBATH CHUHTE3
ABK (Zhao et al., 2001; Xing et al., 2004). B cBsi3u
C OTHM MOXXHO TIPEJIONIaraTh HAJIMIUE MEXaHH3-
moB camoycmienms dppexroB NO u ABK mpu pe-
TYJISIIMA YCTHUYHOTO amapara.

B kauectBe Apyroil rpymmsl MEXaHHM3MOB
peam3aiyy A(PQPEKTOB OKCHIa a30Ta paccMaTpH-
BAEeTCs €ro NpsiIMoe B3aUMOAEHCTBUE ¢ OeskaMu.
ITepokcunurpur, obpazyronmiicsi B peakimi NO c
CYNEPOKCHIIOM, MOXET OKHCIISITh IMCTEUHOBBIE,
METHOHMHOBBIE WIH TpUNTO(aHOBBIE OCTATKH, a
TaKKe B3aWMOJEWCTBOBATH C THPO3MHOM C 00pa-
30BaHMEM HUTPOTHUPO3MHA. OTU MOCTTPAHCIILH-
OHHblE MOAU(DHUKAIMM MOTYT WrpaTh poOJib BO
BHYTPUKJIETOUHOW Nepejjaue CHUTHAJIOB M TOCIe-
nytormx dsuonormaeckux ddexrax (Neill et al.,
2008).

[Ipeanonaraercs, 4To 0co0Oe 3HAYCHUE B
perynsTopHod MonaudHKaimym OCKOB HUMeeT S-
HUTPO3WIMPOBAHUE, KOTOPOE MPECTABIIET COOOM
obpatumoe cBs3biBanrie NO ¢ aTOMOM cepbl, TpH-
BOmsAIIEe K OOpa3oBaHWIO S-HUTPO3OTHONMA (—
SNO). Ortor mnpomecc HeepMEHTATUBHBIN, CTe-
NeHb S-HUTPO3WIMPOBAHKS 3aBUCHUT OT PEAKIMOH-
HOM CMOCOOHOCTH HUTPO3WIMPYIOIETO areHra |
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OKHCIIUTEJIbHO-BOCCTAHOBUTEILHOIO  IIOTEHLMAIIA
MUKpoOKpykermst (Arora et al., 2015). 3To oueHp
m0upaTenbHas, KaKk MpaBWiIo, OrpaHAYEHHAS KOH-
KPETHBIMH OCTATKaMHU IMCTEHHA, TIOCTTPAHCIISALIH-
oHHast MogupuKarms OenkoB. CumuTaeTcs, 4TO OHA
SBIIICTCS OJHMM M3 MEXaHHW3MOB OBICTPOrO BOC-
NPUATHS KJICTOYHBIX CHUTHAJIOB W aJaNTalyy K H3-

MCHEHUSIM CHTHAJIOB OKpYyKarolleu cpeanl (Arora,
Bhatla, 2015).

WnenrudrmpoBaHo OONbIIOE KOIMYECTBO
NOTCHIMAJIBHO  S-HUTPO3WIMPOBAHHBIX  OEJIKOB,
Cpeay HUX HEMaJl0 MHIYLMPYEMBIX CTpeccoM Oel-
KOB, O€JIKOB pEIOKC-CHUTHAJIMHIA, MPOTEHHOB IIH-
tockenera (Lindermayr et al, 2005). ITomyuenst
JlaHHBIC, YKA3bIBAIOIIME HA PETYJALMIO OKCHIOM
a30Ta KaJIMeBBIX KAaHAJIOB, 00ECIICUYMBAIOIINX BbI-
BEJICHHE KaJMsl W3 3aMBIKAIONMX KJIETOK YCTBHIL
0000B myTeM S-HUTPO3WIMPOBAHUS IIEJIEBBIX Oell-
koB (Sokolovski, Blatt, 2004). Kak ymommunamocs,
MHIICHBIO IEHCTBUS OKCHIA a30Ta CYUTAIOTCS Me-
JuieHHbIC aHuoHHbIe KaHasbl (Laxalt et al., 2016).

Takum 00pazoM, BIMSHHE OKCHIA a30Ta Ha
COCTOSTHUE MOHHBIX KaHAJIOB 3aMBIKAIOUINX KIIETOK
YCTBHUIT MOXET BKITFOYATh B ce0st hochoprmipoBa-
Hue/nedocGopwmpoBaHie IIEICBBIX OCJKOB, W3-
MEHEHHE KaJbIMEBOrO TOMEOCTAa3a, a TaKkKe Mpo-
ecc S-HUTPO3WIHMPOBAHMS OT/AENBHBIX OEIIKOB.
[Tpu aTomMm, To kpaliHeit Mepe, yacTh 3pdexToB NO,
MO-BUIIUMOMY, PEAIM3YETCSl BO B3aUMOJEHCTBHH C
ABK. WNubiMu ciioBamu, ¢ oxHOM cToponsl, NO sB-
JSIeTCSl TIOCPeAHUMKOM B peammBammy 3(hexToB
ABK, a ¢ gpyroit — ABK MoxeT ygacTBOBaTh B pe-
ammarmu ddexros NO (Neill et al., 2008).

Cepo6000po0 B HACTOSIIIIEE BPeMs paccMaT-
pUBaeTCS KaK BayKHAsI MOJIEKYIIa, 331 iCTBOBaHHAS
B peaJM3allii MHOTMX aJalTUBHBIX peaklui pac-
TeHnil. HecMoTps Ha TO, 4TO HET OIHO3HAYHOTO
MHEHUS O TOM, MOXKHO JI CYUTATh €TI0 CaMOCTOSI-
TeJbHBIM CUIHAJILHBIM COEIMHEHHEM, poib H,S B
ajlanTaiyy pacTeHUd K HeOJarompusTHBIM BO3-
JEHUCTBUIM COMHEHMII He BBI3BIBacT. Iloka3zaHbl
3(¢deKTsl NOBBIIEHUS COAEPKAHUA 3HIOI'€HHOTO
CEpOBOJOPOJIA Y PACTEHUI NPU NEHUCTBHUU CTPECC-
(hakTOpPOB pa3NMYHON TPHUPOJBI: 00E3BOXKUBAHS
(Jin et al., 2011), coneBoro ctpecca (Lai et al.,
2014), coneii Tsokenbix metamwioB (Fang et al.,
2014; Shi et al., 2014) u mp.

Eme Gonee MHOro4YMCcIIEHHBI JaHHBIE O BIIHU-
SSHUM 9K30I'€HHOTO CEpPOBOIOpPOa HA YCTOWY M-
BOCTh PacTEHHH K CTpeccopaM U (DYyHKIMOHHPOBaA-
HUC HX IMPOTCKTOPHBIX CUCTEM. 3apeFI/ICTpI/lpOBaHO
MOBBILNICHUE TIIOA BJIMAHUEM CCPOBOAOPOJAA PE3U-
CTEHTHOCTH PACTEHHI K BBICOKMM TeMIEpaTypam
(Li, Zhu, 2014; Li et al., 2014a; 2014 b; Yang et
al., 2015; Kolupaev et al., 2017), 06e3BOKHBaHUIO
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(Zhang et al., 2009; Yxxan u ap., 2010), 3aconeHuto
(Wang et al., 2012; Lai et al., 2015), neticTBuO
Tspkenbix Metamios (Shi et al., 2013), YO-B (Liet
al., 2016). K HacTosiiieMy BpeMEHH Ha PaCTEHHSIX
Pa3IMYHBIX TAKCOHOMHYECKUX TPYII YCTAHOBJICHO
MHIYIMPOBAaHUE JICHCTBHEM CEPOBOIOPOAA AHTHU-
okcunanTHeIx Gepmenron (Yang et al., 2015; Shan
et al, 2018), HakoOIUICHWS HHU3KOMOJICKYJISPHBIX
anruokcunanroB (Lisjak et al., 2013), ocmompo-
tekropoB (Li et al, 2014a; Tain et al., 2016) u
ctpeccoBbix OenkoB (Christou et al., 2014; Ding et
al., 2018).

HelHe BBIACHEHBI NyTH CHHTE3a CEpPOBOIO-
ponay pactenuii. KimoueBsiM (hepMEHTOM CHHTE3a
H,S y pacTeHui CUHTACTCS L-
mctenHnecynbruapaza (KO 4.4.1.1), non Bims-
HAEM KOTOpoi OH oOpasyercss w3 L-1mcTenHa
(Wang, 2012; Li, 2013). Taxxke cuwraercsi BO3-
MOXHBIM 00pa3oBaHMe cepoBopopoga w3 D-
IMCTENHA TIpH JCWCTBHM COOTBETCTBEHHO D-
mactTenHnecybdrunpassl (KO 4.4.1.15). Kpome
TOr0, CEPOBOIOPOJ MOXKET OOPa30BBIBATHCS M3
cynbdura Tpu AeHCTBHM Cylburpeaykrasnl (KD
1.8.7.1) (Li, 2013). IToka3zana mpr4acTHOCTH Qep-
MEHTOB CHUHTE3a cepoBoJopoaa L/D-
IMCTENHAECYAb(Qruapas K HHIYIHPYEMOMY Jeii-
CTBHEM CTPECCOPOB TIOBBIIICHUIO 3HIOT'€HHOTO
COJZIEpKaHUsI CEPOBOIOPO/Ia M 3aKPBIBAHHMIO YCTh-
mi. Tak, mpu neicTBMM OCMOTHYECKOrO cTpecca,
uHnymmpyeMmoro neiicteuem I[19I, y pacrenmit
apabumorcuca AUKOrO THMA YCThUYHAS aneprypa
YMEHBIIIANIACh, B TO BPeMsI KaK Y MyTaHTOB (€S oHa
MOYTH HE WM3MEHSJIACh, YTO YKas3bIBACT HA POJb
CHHTE3a CTPECC-MHIYLMPOBAHHOTO CEPOBOAOPOIA
B peryysiiim coctostams yethuil (Jin et al., 2017).

B memoM ke mM3ydeHWE BIMSHHSA CEPOBOJIO-
poZia Ha COCTOSIHHE YCTBHI] HAYAJIOCh CPaBHUTEIIb-
HO HexaBHO. B pabGorax Lisjak et al. (2010; 2011)
OBLIO MOKA3aHO YBEJIMUEHHE YCTHHUHON aneprypbl
y pacTteHuii apaOumoncuca W rmepr@a Tocie 2,5-
yacoBoii 00paborku smuaepmuca 100 u 200 MM
NaHS na cBery. Takas 00paboTka mnpegoTBpaam
W 3aKpbIBaHUE YCTHHI] B TeMHOTe. [loka3zaHo yBe-
JIMYEHUE OTHOCHUTEIIHHOTO KOJMYECTBa OTKPBITHIX
YCTBHUI[ Y PAacTeHUH prca, MHOTOKpaTHO 00pabo-
TaHHBIX B cTaJuu yeThIpex JucTbeB 100 MkM pac-
TBOpoM ruapocyibuna Hatpus. C atum addek-
TOM aBTOpPBI CBSA3BIBAIOT YIy4IICHHE TMOKa3aTeseit
(GyHKIMOHUpOBaHUS ~ (DOTOCHHTETHUIECKOrO  arma-
para (Duan et al., 2015). V pacrenunii Spinacia
oleracea mon BiWSHHEM 3K30r€HHOTO CEPOBOIO-
pona 3a(MKCHpOBAaHO TOBBIIMICHUWE YCTHUIHON

npoBoguMoct W Tpancrmpammu (Chen et al.,
2011).



KOAYIIAEB, SCTPEB, KOKOPEB

B T0 ke Bpems BO MHOTHX JIpyrux paborax
MOKA3aHO 3aKpbIBAHME YCTBUII MO BIIMSTHUEM J10-
HOpoB cepoBopopona. Tax, BoaericTeue 100 MxM
runpocyabGuaoM HaTpusi B Tedenue 90 MUH BBI-
3BIBAJIO 3aKPhIBAHWE YCTHHII Y PAacTCHHA apalu-
JIOTICHCA, OTKPBITHIX TOC/Ie 3 4 CBETOBOM 00padoT-
ku (Scuffi et al., 2018). V pacTtenwii cnagkoro kap-
toenst obpaborka 100 MxM NaHS BbI3bIBasa
yBEJIMYEHUE TPOLEHTa 3akpbIThIX ycThull (Hu et
al., 2014).

Pacxoxnenust B addexrax gedcTBus TOHO-
POB CEpPOBOIOPO/Ia MOTYT OBITH OOYCIIOBIICHBI Pa3-
JUYHBIM JEUCTBHEM 3K30T€HHOTO CEPOBOIOPOAA B
3aBHCHMOCTH OT BPEeMEHH 00pa0OTKH dMIIepMIuca.
Tak, y 6000B HanOoOee BBIPaKCHHBIN YPPEKT 3a-
KpbIBaHus ycThul nion BiwsiaveM 0,1-1 MM NaHS
nposiBisics depe3 1,5 4, a uepe3 3 9 3tot 3ddexr
cymectBeHHo yMmenbinancs (Hou et al., 2011). O6-
paboTka IMcThEB apabugorcuca JOHOPOM CEPOBO-
nopona CYY4137 B konnenrpamymu 10 MxkM BbI-
3bIBajla 3aKpbIBaHME YCTHHUI uyepe3 90 MuH, mocie
yero otoT 3(pdexr ymenpmancs (Honda et al,
2015). I1pu 06paboTKe yKa3aHHBIM JOHOPOM CEPO-
Bozmoponaa B KoHueHrpammu 100 MxM depe3 90
MUH TaKXXe 0TMEYaJIOCh CYILIECTBEHHOE YMEHbIIIe-
HHMEe aneprypsl, yepe3 120 muH, HaoOOpOT, €e Be-
JMYWHA 3aMETHO TpEBBINIaja KOHTPOJIb, OXHAKO
yepez 180 wmuH cHOBa mposBIsUICS AddekT
YMEHbBIIIEHU] pa3Mepa YCTHbUYHOM IIenu. ABTOpSI
THOJIAraroT, YTO TOBBIIICHUE COJEPKAHUSI CEPOBO-
J0pofia B 3aMBIKAIOIINX KJIETKAaX BBI3BIBACT Bpe-
MEHHOE 3aKPhIBAaHHE YCTBHHII.

Y CTaHOBJICHO, YTO CEPOBOIOPO]T BIMSCT HA
YCTBUYHYIO anepTypy, M3MEHSS COCTOSHHE HOH-
HeIX KaHasioB. Tak, B pabGore Papanatsiou et al.
(2015) coobmraeTcs 00 OTKphIBAaHMM KaJIFIEBBIX Ka-
HanoB (K',u;) 3aMBIKaOIUX KIETOK YCTHUI| Ta0aKa
1o/l BIIMSIHUEM JoHOpa cepoBogopona CYY4137.
KanueBble KaHalbl y pacTeHUH apabuioncuca oT-
KpbIBaiMch U mpu oOpaborke NaHS, B aTom mpo-
mecce Kak TOCPEIHHKH 3aJeHCTBOBAHBI BHEKJIE-
tounblii AT® nu ADK, renepupyemble ¢ yqacTuem
HAJI®H-okcunazer Wang et al. (2015). Uccneno-
Banmsimu Jin et al. (2017), BBINOMHEHHBIMK Ha pac-
tennsax Arabidopsis thaliana, nokaszano, 4To 3k30-
TeHHBII CEPOBOJOPO/ HMHIYLMPOBAJ TpPaHCMEM-
Opanubiii orTok nonos K* u CI'. ITpsimMble n0Ka3a-
TEJIbCTBA KaJbIMI3aBUCUMON AKTUBALMM CEPOBO-
J0porioM aHHOHHBIX KaHajioB S-tuma (SLACL) c
yuactueM mnporenHkuHa3zbl OST1 mpuBomsTcs B
pabore Wang et al. (2015). Kak yxe orMeuasnoch,
BBIXOJl AHMOHOB Ye€pe3 ITH KaHAJbl TPUBOIAUT K
JeTospU3alk MeMOpaHbl ¥, KaK CICACTBHE, K
oTkpbiBaHuo kaHasioB Ko, U norepe Typropa 3a-
MBIKAIONMX KJIETOK. TakuMm 00pa3oM, CepoBOIO-
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pox u ABK uMeroT ogmHakoBbIE MHUIIIEHH JJIS pea-
JM3alMH BIMSIHESL HA YCTBUYHYIO anepTypy — Meji-
neHnple anvonHele kaHamel SLACI1. Iloka3zaso,
4T0 y MyTaHToB Slacl-2 ycteuunsiii addexr H,S
nposiBysiacs cinabo (Honda et al., 2015).

B03MOXHO, 4TO TMOCPEIHHKOM B peajm3a-
MM BIIFSTHUSL CEPOBOIOPOIa HA AHWOHHBIC KaHAJIBI
SLACI saBaseTcs okcua a3ota. Tak, Ha pacTESHHAX
Ipomoea batatas nokazaHo cHITHE HHIYIMPYEMO-
ro obpaborkoii NaHS 3akpeiBanust ycThuIl Jeii-
CTBHEM CKaBeHIkepa okcuaa azora CPTIO (Hu et
al., 2014). V pacrenuii apadbunorcuca BbI3bIBae-
MBI goHOpoM cepoBomopona CYY4137 addexr
3aKpBIBaHMS YCTBHUII HUBEJIMPOBAJICS KaK 00paboT-
koii wmHruOuropoM NO-cuHTa3bl KMBOTHBIX (L-
NAME), Tak ¥ MHIHOMTOPOM HHUTpATpPEAYKTa3bl
Boib(pamaTtom Hatpus (Honda et al., 2015).
MokHO monaraTh, YTO OKCHA a30Ta HAXOIUTCS
HIDKE CEpOBONOPOJa B IENM CUIHAJBHOW TpaHC-
aykipy. C 3THM TIPEATIONIOKEHHEM  COTJIACYIOTCS
JaHHBIE 00 OTCYTCTBHM BIMSHUS THIPOCYJb(UIa
HATpUS HA YCTHHUIIA MYTAHTOB apaOwuIorcuca, Je-
(EKTHBIX MO aKTHUBHOCTH JABYX ()OpPM HUTpaTpe-
nykrassel (nial/nia2) (Scuffi et al., 2014) — ocHoB-
Horo ¢epmenra, reepupyromero NO B pactu-
tenpHbIXx KieTkax (Mur et al., 2013). Ilpu sTom
ob6paborka moHopoM okcuzaa azora HITH Bei3biBa-
Ja 3aKpblBaHHE YCThHUI[ y pacTeHuii hial/nia2,
tarke sk3oreHHblid NO MHIYIMpOBas 3aKpbhIBaHUS
yerbun y pactenuii desl-1 u desl-2, nedexTHbix
no cuHTe3y cepoonopona (Scuffi et al., 2014).

K nHacrosimemy BpeMeHH HCCIEIOBaHbI U
MEXaHU3MBbl BIMSHUSA OKCHIA a30Ta, HAKOIUICHHE
KOTOPOrO B 3aMBIKAIONMX KJIETKAaX YCTBHHI] MHIY-
LIMPYETCsl CEPOBOAOPOIOM, HA COAECPHKAHUE APYrHX
BHYTPHUKJIECTOUHBIX TOCPETHUKOB, 3aEHCTBOBAaH-
HBIX B 3aKpbIBaHMM yCTHHI, B wacTHOcTH, Macc-
CIICKTPOMETPUIECKUM METOOM I[OKa3aHo, 4YTO
GYY4137 wnnymmpyet cunre3 §-murpo-ul MO u
8-mepranro-il M® u 4TO 3TOT CHHTE3 OTOCpey-
ercsa NO. Kpome Toro, oopaborka ymcteeB 8-
auTpo-1l M® u 8-mepkanro-l M® cama mo cebde
BbI3bIBasa 3akpbiBanue ycThuip (Honda et al.,
2015). TlpennonaraeTcsi, 4TO OEJOK MeEIJICHHOTO
anvoHHoro kanaiga SLAC1 sBisieTcss MUILEHbIO
netictBust 8-aurpo-l M®. Takum ob6pazom, cepo-
BOAOPOA MOXKET 3aIlyCKaTh CJIOXHbIN CHTHAJIbHBIN
kackaja, onocpenoBannblii NO, W mpuBOASIIMH K
3aKpbIBAaHUIO YCTHHII,

OpnHako Jpyroil MCCleAoBaTEIbCKOM TPYI-
nmoil mokazaHo, 4yto H,S Moker ¥ yMmeHpmaTh
HakomwieHne NO B 3aMBIKalOIMX KIeTKax A.
thaliana u Capsicum annuum u B UTOre yBeJIH4H-
BaTh ycThuuHyto ameprypy (Lisjak et al., 2010;
2011). Hakorer, B padore Liu et al. (2012), Bbiro-
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JHCHHOW HA SIMIEPMHUCE JUCThEB 000O0B, MoKasa-
HO, YTO MHT'HOUTOp HUTPATPEeAyKTa3bl BOJIb(ppamaT
n waruourop NO-cuarazer L-NAME ve Bmsm
Ha 5(QeKThl 3aKPbIBAHUSA YCTHHII, BHI3BIBAEMEIC
obpaborkoit NaHS. Kak yxe ormeuanoch, B v
TEJIbHBIX KCTICPUMEHTaX BBISABJICHA CBOCOOpa3Has
CHHyCOWJ]a M3MEHEHUS YCTBUYHOM aneprypbl MO
BIMSTHUEM JIOHOPOB cepoBonmopona (Honda et al.,
2015). Bo3MOXHO, 9TO B €€ OCHOBE JIC)KUT CJIOXK-
HOe (DYHKIMOHAJIFHOE B3aWMOIEHCTBHE MHOTHX
CUrHAJIbHBIX TIOCPEJHUKOB. B 1eJ0M ke KOHCTa-
THUPYIOT, YTO TPWUYUHBI Pa3HBIX PE3yJIbTaTOB
HaOJIIOIeHUsT BIMSIHMSL CEPOBOZOPOZAa Ha YCThUY-
HBII amnmapaT MoKa He sSICHbl U TPEOYIOT NalbHe it
mrero myuenns (Jin, Pei, 2015). Tak, HemoctaTou-
HO HCCIIEIOBAHO YYacTHe KaJbIMs B WHIYIMpYe-
MBIX CEpPOBOJOPOZOM W3MEHEHHSX YCTHUIHON
aneprypel. B pabore Honda et al. (2015) noka3a-
HO, YTO 00paboTKa NHCTHEB apabuIoIcuca MpOHH-
IIA€MBIM U1 KJIETOK XEJIaTOPOM KaJlblsl CHUMAJa
BBI3BIBAEMOE CEPOBOIOPOAOM 3aKpPhIBAaHUE YCTHHUIL,
Taxoke sdpdexr canmancs anraronuctamu HAJ{D-
pubosbl (Honda et al., 2015), orkpeiBaroreii BHyT-
puknerounbiec KanpipeBbie kaHambl (Neill et al.,
2008). B To ke Bpems Bompoc 00 y4acTHH BHEKJIe-
TOYHOI'O Kajbliil B HMHAYLMPOBAHHOM CEPOBOO-
POIIOM 3aKpBIBAaHUM YCTBHHI] OCTAETCS MOKA OTKPbI-
TBHIM.

IToMuMO OKCHIa a30Ta M MOHOB KasbIWs B
peanmzalyy BIMSIHUS CEpPOBOOpPOAa HA YCTHbHY-
HbI ammaparT pacTeHWH, IO-BUIAMUMOMY, 3alei-
CTBOBaH IepoKcua Bomopoxaa. IlokazaHo, 4To mis
TPOSIBIICHASI  MHIYIIMPOBAHHOTO ~ CEPOBOIOPOIOM
aderTa 3aKphIBaHUS YCTHUIl Y pacTCHUN apadu-
JI0TICKCa HeoOXOMMa aKTHBHOCTH JBYX MOJICKY-
mapusix popm HAJI®H-okcunaser (Scuffi et al.,
2018): y myranroB apadunorncuca rbohD u rbohE
3aKpbIBaHMS YCTBUIl B OTBET Ha oOpaborky 100
MKM NaHS ne mpoucxomwno. Taxxke nedcTBUC
JIOHOpPa CEpOBOAOPOAA HAa YCTHUYHYIO arepTypy
nonamisioch uHrHOMTOpoM  HA JIPH-okcumaszbl
nupeHwIeHnogoHMyMoM. [Ipu 3ToM 3K30reHHbII
TIEPOKCHJ] BOAOPO/Ia BBI3BIBA dPHEKT 3aKphIBAHKS
YCTBUIl Y MYTAHTOB IO CHHTE3y CEpOBOJOpOAA
desl, gto cBumeTenscTBYeT 00 yudactuun H,O, B
TPaHCIyKIMKA CUTHAJIA CEPOBOIOpPONIA, a He HA00O0-
por (Scuffi et al., 2018).

MoOXXHO MOpeAnoyIOKUTh, YTO B aKTHUBALMU
cepoBogopoaoM HA JIOH-okcunasbl kak GpepMeHT-
TIOCPeTHUK 3ajieticTBoBaHa (ocdommmaza D, kaTa-
miupyomas obpa3zoBanue GochaTHIHON KUCIIO-
ThI, KOTOpasi IMEET CalT CBS3bIBAHMS C CYO'beIH-
meit HAJI®H-okcumaser (Marino et al., 2012).
Taxk, y MmyranroB apabunorncuca mo ¢popmam doc-
¢ommaszel D pldal w pldd we mpoucxommio 3a-
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KpbIBaHusl ycThull ipu odpadorke NaHS (Scuffi et
al., 2018). Oxnako, MOHWKEHHBIH YypoBeHb H,S-
3aBHCHMOr0 00pa30BaHMs MEpPOKCHIA BOAOpOAA B
3aMBIKAIOMIMX KJIETKaX HAOIIOIAJICs TONBKO y MY-
tanra pldol. Ilpr 3TOM OCHOBHOM BKJIaJ B MHAY-
IMPOBaHHOE CEPOBOAOPOIOM 00pa3oBaHKe (oc-
datwaHON KHcIoTH BHOocwia PLDJ, a me PLDal.
ABTOpBI CBA3BIBAIOT 3TOT (PEHOMEH C PA3IMIHIMHU
B JIOKaJIM3aIH MOJICKYJISAPHBIX GopM oc domnmma-
361 D. Ha OCHOBaHMM 3THX pe3yNbTaTOB BBICKA3aHO
NPEITIONIOKEHAE O HAMYIUN «Pa3IBOCHHOT0» TYTH
nepelayd  CHUTHajla  CEpOBOAOPONA, KOTOPBIH
BKJIFOUaeT B ceOst HezaBucumoe ydactue HAJ[DH-
okcunasel U ocdormmazel D B perynsimm cocto-
stamst yetbul (Scuffi et al., 2018).

ITpu 3aKkpbIBaHMM YCTBHUI[ TAKKE BO3MOKHO
(yHKIMOHAJIbHOE B3aMMOCICTBHE MEXIY Cepo-
BOZIOPOAOM M (PUTOrOPMOHAMH, B TIEPBYIO OUepeIb
— ABK. Yuactme cepoBomopoma B TpaHCTYKIHH
curnaina ABK paccmorpeno Boime. OnHako noiy-
YEHBl JaHHbIC O BJIMSHHM CEPOBOAOPOJA HA 3KC-
npeccuto reHoB pererropoB ABK (Jin, Pei, 2015).
Takum 00pa3om, oTUACTH ACHCTBHE CEPOBOIOPOA
MoxeT ObITh onocpenoBaHo ABK. Ilpu atom, ox-
Hako, 3(dekrs camoro H,S moryr peamm3oBbI-
BaThCs 1 HezaBucumo ot ABK (Wang et al., 2015).

Momnooxcuo yeaepooa. CiocoOHOCTH pacTe-
HUIl CHMHTE3UpoBaTh MoHookcHn yriepoma (CO)
BIepBble Obuta mokasaHa eme B pabore Wilks
(1959). B HacTosiiee BpeMsl yCTaHOBJIEHO, YTO OC-
HOBHBIM (DepMEHTATUBHBIM WCTOYHUKOM SHIOTCH-
Horo CO y pacTeHuid sBIE€TCS TE€MOKCHIe€Ha3a
(K® 1.14.99.3). 3ToT (pepMeHT IPUCYTCTBYET KakK
y pacTeHwi, Tak M y uBOTHbIX (Wagener et al.,
2003; Shekhawat, Verma, 2010). B mpucyrctBum
BOCCTAHABIIMBAIOIMX areHTOB T€MOKCHIeHa3a Ka-
TaIM3HpYeT CTepeocnelMpHuIecKoe paclleIVIeHHe
rema ¢ BeicBoOOKIeHHeM CO u xenesa (Gisk et
al., 2010). IIpu sToM B KadyecTBe JTOHOpA AIEKTPO-
HoB wucnons3yeTcss HAJIOH. [lokazano wHAyLwM-
pOBaHKE SKCTIPECCHH OCHOBHOW (hOpMBI (hepMeHTa
TeMOKCHUreHassl | IpyrumMu CUrHajgbHBIMH TOCPEI-
nukamu (NO, mepokcuaoM Boaoponaa) u Gpurorop-
moHamu (ABK, aykcunom) (Jin et al., 2016).

Mexanammbl yaacTus CO B KJIETOUHOM CHT-
HAJIMHI€ y PACTEHUH OCTAIOTCS MaJIOM3ydEHHBIMM.
Ero Ba)kHOW OCOOEHHOCTBIO SBISIETCS CHOCOO-
HOCTh B3aMMOJICHCTBOBATh C TEPEXOIAHBIMU Me-
TaJulaMH{, B CBSI3U C YeM paccMaTpHUBAETCS BO3-
MOXXHOCTh MOJIH(UKAIN (EePMEHTOB, COpEpXKa-
IIMX B AaKTHBHBIX IIEHTPax >KeJe30, Meb, Mapra-
wer (Jin et al., 2016). CursanuHr MOHOOKCHIA yT-
Jepona TecHO cBsizaH ¢ curHammarom NO. Tak,
HampuUMep, TO0Ka3aHO, YTO MHIYKIMS TeMOKCHIe-
Hasbl | y pacTeHuii cou B oTBeT Ha 00yueHue Y O-



KOAYIIAEB, SCTPEB, KOKOPEB

ABK  XAK

[/

Ca?* «+—— H.0,

NO -——>» st

'

MK/No

'

M3mMeHeHune
MOHHOIro roMeocTasa
3aMbIKAKOLLMX KNETOK

3aKprBaHMe yCTbuL

MexaHu3Mbl HHAYHHPOBAHHUS 3aKPbIBAHUSA
YCTBUII CTPeCCOBLIMH (UTOTOPMOHAMM.
ABK - abcumsosas xuciota; JKAK — xacmMoHOBOas
xuciota; CK — caymmumnosas kuciota, DT — 3THIeH;
[IK — nmporennkuHaszsr; [1® — npotenadocdarassr.
TlosicHeHus B TEKCTe.

B 3aBucena or oOpazoBaHus okcuma azora Qep-
MeHTOM, nogpoOHEIM NO-cuHrase (Santa-Cruz et
al., 2010). Taxxe mpeanonaraeTcsi BO3MOXXHOCTh
CJIOKHOW (TIO3UTMBHOW W HETAaTHUBHOH) peTyJISIIN
MOHOKCHIIOM  yriepoma  obpasoBammsi  A®K
HAJI®H-okcunazoit (Jin et al, 2016). Hakower,
MMEIOTCSI HEMHOTOYHCJICHHBIE JTAHHBIE O BIIHSTHUN
CO Ha (YHKIMOHMPOBAHKWE HWOHHBIX, B YACTHOCTH
KaJIUeBBIX, KaHaJIOB y pacTernuid (Wu et al., 2011).

B  (eHOMEHOMOTMIECKHUX — HCCIICIOBAHUAX
MOKa3aHO, YTO TEMOKCHIe€Ha3a M OKCHI yriiepoaa
3aJIeliCTBOBAHBI B a/IaNTalli PACTEHUN K CTPECCO-
pam pasnudHOM mpUpokl: obe3BoxmBanno (Liu et
al., 2010), 3aconenmo (Liu et al., 2007; Ling et al.,
2009), runorepmun (Bai et al., 2012; Zhang et al.,
2015), Y®-msnyusennro (Xie et al., 2012), nmeii-
CTBHIO TsDKeNbIX MeTamioB (Meng et al., 2011; Cui
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et al., 2012), mapakBaTy ¥ ApyruM areHTaM OKHC-
murensHoro ctpecca (Xu et al, 2012; Jin et al,
2013).

OnuiM ¥3 3amMTHBIX 3(MPEKTOB, UHTYIIH-
pyembix CO, sBIsieTCsS aKTHBAIWS aHTHOKCHIIAHT-
HBIX ()CPMCHTOB W HAKOIUICHUS B PACTCHUSAX HU3-
KOMOJICKYJISIpHBIX aHTHOKcunantoB (Bai et al,
2012; Jin et al, 2016). bonee crnermpuaeckumMu
a¢hdekTaMu MOHOOKCHIA yriepofa SBISIOTCS
yMeHblienre TeHepaim NO U nonjepkaHue To-
MeocTa3sa xxeie3a (Han et al., 2014).

B ¢wurodmsnonormueckux skcnepuMeHTax
UCTIOJB3YIOT (DyMHIalio pacTeHU MOHOOKCHIOM
yriepona, a Takke o0pabOTKy ero JJOHopamu re-
MatuHOM U remuaoM (Jin et al., 2016). TTokasano,
YTO TeMaTHH MHIYLIMPOBAJI 3aKPHIBAHUE YCTHHII Y
60008 (Vicia faba) (She, Song, 2008). IIpu 3Tom
nocpenarkaMu B peammamm 3ddekra CO, Bepo-
atHo, Obum A®K, renepupyembie HAJIDH-
okcunaszoi. Ha 310 yka3piBaeT 4acTUYHOE HUBEIHU-
pOBaHME 3aKpBbIBaHMS YCTBHIl TMpenodpadboTkon
uaruouropamu HA JI®H-okcnna3el 1 ackopOUHO-
BOH KHCJOTOW. B 1iesioM BIMSIHME MOHOOKCHUIA YT-
Jepoia Ha COCTOSIHHE YCTHHII M3y4eHO 3HAUUTEITb-
HO cja0ee Mo cpaBHEHUIO ¢ MOAO0OHBIMU dddekTa-
MU JIpyTHX ra30TPaHCMUTITEPOB — OKCHIA a30Ta U
CEepoBOIOPOA.

3aknrouenue

B perymsmim cocTosHUS YCTHHI 3a1€HCTBO-
BaHO 0OJBIIOE KOMMYECTBO TOPMOHAJBHBIX U CHT-
HaJlbHBIX areHToB. [Ipw 3TOM WM3MeHeHwe conep-
JKaHUs CUTHAJIBHBIX TIOCPEJTHHKOB B 3aMBIKAIOIINX
KJIETKaxX, TaK e KaK U M3MEHEHUE COJEpXKaHWI
COOTBETCTBYIOIINX (PUTOrOPMOHOB, MOXKET OBITh
VHIYKTOPOM YCTBHYHBIX PEaKIMM.

B nenom, HecMoTps Ha pa3zHOOOpasue areH-
TOB, BIMSIOIIMX HA COCTOSHUE YCTBHI] U CIIOKHOE
UX B3aMMOJEUCTBHE, MOXHO MOCTPOUTH YIPOLICH-
HYI0 CXEMY HMHIYLMPOBAHUS 3aKPbIBAHMA YCTHHI]
(pucynok). Ctpeccosbie  ¢uroropmonsl  (ABK,
KAK, CK, sTuneH) mocie B3aUMOISUCTBHI C pe-
LIENITOPaMM pa3IndHbIMU U BO MHOT'OM HEM3BECT-
HBIMH MyTSAMU MHAYLMPYIOT BBIXOJ KaJIbIWS B LH-
TO30JIb, TIOBBIIICHUE COACPKAHWA B KIIETKaX Ie-
POKCHIA BOAOPOJA M Ia30TPAaHCMUTTEPOB (OKCHaa
a30Ta ¥ CepoBONIOpPOAA). DTH CUTHAJBHBIE TIOCPE-
HUKH HAXOJSITCA B CJOXHOM (DYHKIMOHAIEHOM
B3aMMOJICHCTBUM JIpyr ¢ JpyroM. llo-Bugumomy,
HOBBIIIIEHHE HMX COAEP)KaHUA MOXKET OBITH caMo-
CTOSATEJIbHBIM CUIHAJIOM JJISI M3MEHEHMsSI COCTOSI-
Hust ycTbul. C Ipyroil CTOPOHBI, YKa3aHHBIE CHI-
HaJIbHbIE TIOCPEJHUKH HE TOJBKO PETPAHCIUPYIOT
CUrHaji (UTOrOpMOHOB, HO U MOTYT MHAYLMPOBATH
M3MEHEHHSI COMIEP)KaHus TOPMOHAJIbHBIX COEJIMHE-
HUM, peTyIHpyIONMX YCThUYHBIE peakimi. B ko-
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HEYHOM pe3yJbTaTe CHIHAJbHbIE TIOCPEIHUKU
OTOCPEJOBAHHO (Yamie MyTeM MOAH(pUKAIMN aK-
THBHOCTH TPOTEWHKMHA3 U mpoTeuHpocdaTas)
BJIUSIIOT HA WOHHBINA romeocTas. [Ipu sTom dakTi-
YECKU YHHBEPCAJILHONW MHUILICHBIO ACHCTBUS 0OJb-
IIMHCTBA W3BECTHBIX PETYJATOPOB  COCTOSIHHS
YCTBHIL SIBIISIFOTCSI MEJICHHbIE AHMOHHBIE KaHAJIbI
SLACI. Ux akTvBaIys BBI3BIBACT JETIONSPUBAIIIIO
MeMOpaH M, KaK CIJIe/ICTBHE, BBIXO Kyl W3 3a-
MBIKAIONMX KIETOK depe3 Kanamsl Koy, 9TO M
TIPUBOJTUT K 3aKPHIBAHHIO YCTHHII.

Kpome oOmMX CHrHaNbHBIX TOCPETHUKOB,
3a/IeiCTBOBAHHBIX B Tepe/laye CUTHAJIOB Pa3JIHd-
HBIX (DUTOrOPMOHOB, TIO-BHIMMOMY, CYIIECTBYIOT
U 00mMe OEeNKOBbIe MOCPEIHWKH, MPUYACTHBIE K
nepesiaue CUTHAJIOB HE OJHOTO, a JIBYX, & BO3MOX-
HO U Oonee ropmonHoB. Tak, JKAK u ABK, mo-
BUJIUMOMY, UMEIOT OOIIMH OENKOBBIN TIOCPETHIIK,
YYaCTBYIOIIMA B WHAYLMPOBAHWM YCTBUYHOW pe-
aKIMK — TpaHCKpHrmoHHbi paktop MY C2/JINL.
B cBsi3u ¢ oMM y MyTaHTOB apabwumoricuca jinl
NPAaKTUYECKU HE TPOMCXOIMT 3aKpPhIBAHUE YCTHHII
B OTBET Ha JICHCTBUE HE TOJIbKO METIDKACMOHATA,
HO 1 ABK. O01me 6enKkoBbie MOCPeTHAKA HMEIOT-
ci M B cucTeMax TpaHcaykimu curdaioB XKAK u
STHICHA.

B 3axmouenue cienyeT oTMETUTb, YTO rop-
MOHBI W CHIHAJbHBIE TOCPEIHWKH OKa3bIBAIOT
BIMSIHUE KaK HETNOCPEICTBEHHO HA COCTOSHHE 3a-
MBIKAIOIMX KJIETOK YCTBHIL, TaK M Ha Apyrue Qu-
3HOJIOTHYECKUE TIPOLIECCHI, YTO TaKXKe MOXKET OT-
pakaThCsl HA COCTOSIHMM ycThHIl, Hanpumep, moka-
3aHo, uTo ABK yBemmuuBaeT aKTUBHOCTH aKBaro-
PHMHOB U THAPABIMYECKYIO MPOBOAMMOCTH B TKa-
HAX KOPHEH M TOOETOB KyKypy3bl, UTO YITydIIaeT
BOIHBIN OanaHc. TakuM omocpegoBaHHBIM 0Opa-
3oM ABK MoxeT crmocoOcTBOBATh TOMIEPHKAHUIO
OTKPBITOTO COCTOSTHUSL YCTBHI] U POCTY JIUCTHEB Y
ycToiumBbIX K 3acyxe BunoB (Tardieu et al., 2010).
OTH BOMPOCHI BBIXOJAT 32 PaMKHA OCHOBHOM TE€MBI
0030pa, HO SIBIIIOTCSI BEChbMa AKTYaJbHBIMU IS
CIIELIMAILHOTO PACCMOTPEHUS.
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PHYTOHORMONES AND SIGNAL MEDIATORS
IN REGULATION OF STOMATAL APPARATUS

Yu. E. Kolupaev"?, T.O. Yastreb', A. I. Kokorev'

Dokuchaev Kharkiv National Agrarian University
(Kharkiv, Ukraine)
E-mail: plant_biology@ukr.net
Karazin Kharkiv National University
(Kharkiv, Ukraine)

The review focuses on the various, including a minor, ways of regulation of state of stomatal
apparatus, as well as the mechanisms of functional interaction of multiple agents that affect stomatal
aperture. The mechanisms regulating stomatal apparatus of plants at the action of stress plant
hormones (abscisic acid (ABA), jasmonic and salicylic acids, ethylene) and signaling mediators —
gas transmitters (nitric oxide (NO), hydrogen sulfide (H,S), carbon monoxide (CO)) are obcerved. It
is noted that the final result of the action of stress hormones is opening anionic and K™, channels,
which leads to the exit of ions from guard cells and stomatal closure. Mediators in the realization of
stomatal effects of phytohormones are hydrogen peroxide, nitric oxide, hydrogen sulfide and
calcium ions. The role of the transcription factor MYC2/JINL1 in realization of ABA stomatal effects
is discussed. Data on the effect of various exogenous sources of nitric oxide on the stomata state are
presented. It is noted that effects of NO on stomatal mechanism can be mediated by cGMP, cADP -
ribose, and calcium. The action of hydrogen sulfide on stomatal aperture is realized with the
participation of nitric oxide and other mediators. Stomatal closure can also be induced by carbon
monoxide during functional interaction with reactive oxygen species. A mutual influence of
signaling and hormonal mediators in controlling the state of stomata is discussed.

Key words: stomata, abscisic acid, jasmonic acid, salicylic acid, ethylene, nitric oxide, hydrogen
sulfide, carbon monoxide
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B ormani aKieHTyeTbCs yBara Ha Pi3HHUX, B TOMY YHCII MIHOPHHUX, IUBIXaX PeryJHlii cTaHy HIpoau-
XOBOTO amapaTy, a TaKOK Ha MexaHi3Max ()yHKUIOHAIbHOI B3a€MO/ii YHCICHHUX areHTiB, 0 BIUIH-
BAlOTh Ha amepTypy HpoauxiB. Po3rIsHyTo MexaHi3MH peryJsiuii IpOoAUXOBOTO amapaTy POCIHH 3a
mii ctpecoBux ¢itoropmoHiB (abcuuzonoi (ABK), :xacMOHOBOI 1 calilMIOBOT KHCIOT, €TWIEHY) Ta
CUTHAJbHUX MOCEpPEAHMKIB — Tra3oTpaHcMirtepiB (okcuay azoty (NO), cipkoBomaio (HS), MoHOOK-
cuay Byriemo (CO )). BimsHauaeTbcs, 110 KiHIEBUM pPE3yJILTATOM [ii CTPECOBUX TOPMOHIB € BifIK-
puBanHs aHioHHNX i K'oy¢ KaHaNB, IO MPHU3BOIMTH N0 BHXOIY iOHIB i3 3aMHKAIOYMX KIITHH i 3a-
KpuBaHHs npojuxiB. [locepeanukamu y peamsaiiii aii ¢GpiTOropMOHIB Ha 3aMHKAIO4Yi KITHHH € Tie-
POKCHI BOJIHIO, OKCHJ a30Ty, CIpKOBOJCHb Ta i0HM KaibLifo. OOrOBOPIOETECS POJB TPAHCKPHII-
uiiinoro ¢akropa MYC2/JIN1 B peanizamii npomuxosux edekris ABK. HaBoastecst maHi npo BILIMB
PIBHUX C€K30TCHHHX JDKEpeNl OKCHAy a30Ty Ha CTaH MpouxiB. Bimnauaetbes, mo epextn NO Ha
MPOJUXOBHH amapaT MOXyTb OyTH omnocepeakoBani I M®, nAJ1d-pubdo3or i kanpmiem. Jlis cip-
KOBOJHIO Ha TIPOJMXOBY alepTypy Peami3yeThCs 3a YJAcCTIO OKCHIy a30Ty Ta IHIIHUX ITOCEpPEIHHUKIB.
3akpuBaHHA MPOIMXIB MOXE IHIyKYBaTH | MOHOOKCHJ BYIJICIIO TPH (YHKIIOHAIBHIA B3aeMOIl 3
akTMBHUMHU (popmMaMu KUCHIO. OGroBOPIOETHCSI B3aEMHMI BIUIMB CHUTHAJIBHHUX 1 TOPMOHAJIBHHX MO-
CepEeHUKIB IPH KOHTPOJI CTAHYy MPOIHXIB.

KinouoBi cjioBa: npoouxu, abcyuzosa KuUcioma, dIcacMOHO8A KUCIOMA, CANIYUNO08A KUCLOMA,
emuJien, OKCUO a30my, CipKo8o0eHb, MOHOOKCUO y2eieyio
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