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B 0630pe paccMOTpeHbI aKTyaIbHbIE BOITPOCHI PETYJISILIMY TEPMUHAITBHO aJIbTepHATUBHOM OKCHUIAa3bl MU~
ToxoHapuit pacteHuii (AQ), sSBISIONIMECS IPEIMETOM COBPEMEHHBIX MCCISOOBaHMI U AucKyccuii. AO
ob6ecreyrBaeT TPAHCIIOPT JIEKTPOHOB IO albTepHATUBHOMY HedochopuavpyoiieMy HMaHUIyCTOMUYNBOMY
nyty B MutoxoHapuaiabHoii DT (BTLL) u urpaet BaxkHy0 poJib B ITOAACP>KaHUM OKHUCIUTEIbHO-BOCCTAHOBU -
TEJIBHOTO OajlaHca KJIETKU M 3aluTe OT cTpecca. OCHOBHBIE CBeeHUs TT0 cMTHATMHTY AO MoJTydeHbI B paboTax
o usydyeHuto akcnpeccuu reHa AOX1a Arabidopsis thaliana (AtAOX1a). 11poananusupoBaHa uHGopMaius oo
aKkcrnpeccun AOX y pa3ianyHbIX BUIOB pacteHuit. OnucaHbl MeXaHU3Mbl TPAHCKPUIILIMOHHOTO Y TOCT-
TPaHCKPUITIIMOHHOTO KOHTPOJIS SKcIpeccuu TeHoB AOX. PaccMoTpeHa posib HEKOTOPBIX yuc-peryisTop-
HBIX 2JIEMEHTOB IpoMoTopa AtAOXIa 1 CBSI3aHHBIX C HUMU TPAaHCKPUITLIMOHHBIX ¢pakTopoB. IlokaszaHo,
YTO TPAHCAYKLIMS CUTHAJIA, BBI3BIBAIOILIETO SKCIIPECCUIo TeHOB AOX, MOXET IMPOUCXOIUTh IO aHTEPOrpas -
HOMY U peTporpamHoMy myTu. [IpuBeneHBl CBeleHUs 0 MUTOXOHIPUAIBHON PEeTPOrpamHON peryisiuu
AO, ADK-3aBucumbix 1 ADK-He3aBUCUMBIX CUTHAJIBHBIX ITyTSIX MHAYKLIMK 3Kcnpeccun AOX. JlaHa ru-
MOTeTUYeCcKasl IMoCJIeIOBaTeIbHOCTh CUTHAJIBHBIX COOBITUI MHAYKIIMM CBETOM 3Kcripeccun AOX1a B KJieT-
Ke JIUCTa MIIEHUIIBI B TIpoliecce 3ejeHeHus. OnrcaHo B3anMoneiictBue curHainara AO ¢ TopMOHAJIbHBI-
MU CUTHAJIBbHBIMU MYTSIMU U UHAYKLMS AOX curHajiaMu 1iacTUIHOIO MpoucXoxaeHus. B 3akmoueHuun
MOTYEPKHYTO, YTO AOQ MHTErpUpOBaHa B OOIIYI0 CUTHAJIBHYIO CETh KJIETKU, SIBJISISICh KAK MUILIEHbIO, TaK U
PeryIsITOpOM CUTHAJIBHBIX COOBITHIA.

KiroueBble cioBa: ajbrepHaTUBHasI okcuaasa (AO), MUTOXOHApUAIbHAsI peTporpaaHast peryisiius, aHTe-
pOTrpamHbIil IMyTh UHIYKIIUU TeHOB AOX, yuc-peryiIsiTopHble 3JIEMEHTBI TPOMOTOPa, TPAaHCKPUITLIMOHHBIE
U MOCTTPAHCKPUITIIMOHHBIE MEXaHU3MBbI 3KCIIPECCUU, TIOCTTPAHCISIIMOHHAS PETYISIIUS aKTUBHOCTU AO
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BBEIAEHUE

Bo BHyTpeHHei1 MeMOpaHe pacTUTEIbHBIX MUTO-
XOHAPUIA, HAPSIIY C OCHOBHBIM (LIMTOXPOMHBIM) ITyTEM
TpaHcropTa aekTpoHoB (LII1), mpucyrcTByeT anbrep-
HaTUBHBIN ITyTh (AIl) yepe3 TepMUHATIBHYIO OKCHOA3Y,

Ha3BaHHYIO ajbTepHaTUBHOI okcunazoii (AO). AO
KaTaIM3UPYET YETHIPEXIJIEKTPOHHOE BOCCTAHOBJIE-
HYe YOMXWHOJIOM KMCJIOPOJa 10 BOAbI U yCTOUMBa K
neiictButo 1maHuaa. AIl TpaHcmopTa 2/J€KTpOHOB
MUHYeT JBa MyHKTa reHepaluu 3JeKTPOXUMUYECKO-
ro rpagueHTa npotoHoB (komiuiekchl III m IV), a
SHEPIrusi OKUCIeHUsI yOMXUHOJa KUCIOPOIOM BbllIe-
JIsieTCsl B BUAE TeIUIa. DTO CHUXXAET SHEPTETUYECKYIO
3(pheKTUBHOCTD IbIXaHUSI, HO CHUMAET JbIXaTeIbHbIA

'K craThe MMEIOTCS JOIOIHUTENbHBIE MATEPUAIBI, JOCTYIIHbIE
TUTSt aBTOPU3UPOBAHHbIX MoJb30BaTeNei o doi:
10.31857/S0015330322010055.

Cokpamenus: AO — anpTepHaTUBHas1 okcuaasa, All — anprep-

HaTuUBHBINA 1yTh, MPP — MuTOXOHApHaibHasi peTporpamaHasi
perymsiusi, MDA — monodToparerat, [1T’K — mporpammupy-
emasi Tuoenb Kietok, CBY — peakiiusi cBEpX4yBCTBUTEIBHO-
ctu, CK — canuumnosas kucinora, CCT — caiit crapra (MHU-
Huanuu) TpaHckpunuuu, Td — TpaHCKPUILIMOHHEIM (hakTop,
xnOTL — BTL xmoporutactoB, LI1 — IIUTOXpOMHBIN TyTh,
OP — sHporutazmatuyeckuii petukyaym, T — DTL muro-
xoHapuii, AOX — reusl AO, CARE(S) — yuc-perynsitopHbie
aneMeHThl (Cis-Active Regulatory Element(s)), PTP —mwuto-
XOHJpuaibHas ropa npoHuuaemoctu (Permeability Transition
Pore), SNP — onHOHyKJIeoTUIHBIN oauMopdusM (Single Nu-
cleotide Polymorphism), UCP — pa3so6mmaroniue 6enxku, UQ —
youxuHoH, 3’-UTR — 3’-HerpaHciaupyemast obaacts (3’-Un-
Translated Region).

KOHTPOJIb, PETYJIUPYIOMMNI CKOPOCTh O0Opa30BaHUS
AT® u HA'H B 3aBUCMMOCTH OT HYXI KIeTKH [1].
Al BBISIBIICH HE TOJBKO Y BBICIIUX PaCcTeHU, HO M Y
MpencTaBUTeNeii Bcex HapcTB (KpoMme Archaebacteria) —
GaKkTepHuii, BOOOPOCeii, MXOB, ITAIIOPOTHUKOB, He-
KOTOPBIX TPUOOB U JaxKe XKUBOTHBIX, BEIYIIMX MaJlo-
MOJNBWKHBIN WJIM MPUKPEIUICHHBIM 00pa3 >XU3HU
(ryoku, akTUHUU, HEMATOIbl, MOJUTIOCKM 1 Ap.) [1].

ITepBoHavanbHO MHTepec K AO ObLT BbI3BaH €€
y4yacTHUEM B Tpollecce TEpMOTeHe3a TKaHEl 11BeTKa y
HEKOTOPBIX NpeacTaBuTeneii ceM. Araceae. I1oBbile-
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HUE TeMIlepaTypbl TEPMOT€HHBIX TKaHEM CIT0CO0-
CTBYET MCIApPEHUIO COEIVHEHMIA, IIPUBJICKAIOIINX
HACEKOMBIX-OIbUIMTENCH. DTOT (PEeHOMEH OmMcaH
emre B XVIII Beke JlamapkoMm, a IMaHUAPE3UCTEHT-
Hoe JIbIxaHue Ob11o oTKphITO B 30-X rT. XX Beka [2].
Hedochopunupytoias ocooeHHocTh All B TeueHue
JIOJITOTO BPEMEHM BBI3bIBajla BOIIPOCHI O (PYHKIIMU
AIl B HeTepMOTeHHBIX TKaHIX. OOCYKISHUIO TIPUPO-
Ibl, MEXaHU3MOB PETYISIUUU U (PU3UOIOTMIECKOIO
3HayeHus AO B pacTeHMSIX IIOCBSIIIEHO HEMAJIO 00-
30poB [1, 3—7]. K HacTos1eMy BpeMeHU OOJBIINH-
CTBO MCCJIEIOBATE/IC CXOOSITCS BO MHEHMHU, YTO Ha
KJIETOYHOM 1 OMOXMMHYECKOM YPOBHE BOBJICUCHNE
AIl crioco6cTByeT MoAAepKaHUIO OKUCIUTEIBHO-
BOCCTAaHOBMUTEJILHOTO 0ajlaHCa B MUTOXOHAPHUAJIbHOM
ATILI 3a cuet 6onee 6pIcTporo okucieHuss HAI-H n
MpeaoTBpaliaeT reHepaluuio U30bITOYHOIO KOJIMYe-
crBa ADK. D10 BiusieT Ha MeTaOOJIM3M HE TOJIBKO
MUTOXOHAPUIA, HO M KJIETKM B HejaoM. IIpu3HaHoO,
yTo poab AO 3akiouaeTcss B o0ecrieyeHu MeTabdo-
JIMYECKOM TUVIACTUYHOCTU KJIETKU U pacTeHUS B U3-
MEHSIOILIMXCS YCIOBUSIX Cpenbl [6].

HccnenpoBaHue aabTepHATUBHOTO ITYTU IbIXaHUS
BBIIIJIO U3 PaMOK TOJIbKO (PYHIAMEHTAJIbHOM ITpo0JIe-
MBbI. AJIETEpHATUBHYIO OKCUAA3Y HPEIIOXKEHO UCIIONb-
30BaTh B Ka4eCTBe (PYHKIIMOHAJIBHOIO MapKepa mepe-
nporpaMmupoBaHus kKiaeTtku (“cell reprogramming”)
IIPU CTPECCE B CEJIEKLIMY T€HOTUITOB C BEICOKOM ITPO-
IYKTUBHOCTBIO U YCTOMYMBOCTHIO [8], 111 BBHISIBIIC-
HUS peaKkIliy pacTeHUd B OTBET HA UBMEHEHME YCIIO-
BUii cpenpl (I100ajbHOE IMOTEIUICHUE, YBEIIMYCHUE
CO, B armocdepe) [9], B 60pbde ¢ MUTOXOHIpUATBHbI-
MU 3a0oJreBaHnsIMHM denoBeka [10]. 3a mocnennue nBa
JIecATUIeTUsT Gyarogapsi IpPUMEHEHUIO COBPEMEHHBIX
(GUBNKO-XMMUYECKIX M MOJIEKYJISIPHO-TeHETUIECKIX
METOJOB JOCTUTHYT 3HAYUTEIbHBII MPOTPECC B MC-
cliedOBaHUU CTPYKTYphl Oejika, reHoB U (yHKIMMA
AO. TIlonararot, uro AO SgBIIsIETCST HE TOJIHKO MUIITE-
HBIO, HO U PEryiasITOpoM cTtpecc-curHazia [11]. Bme-
CTe C TeM, UCCieJoBaHNe Pa3INYHbIX aCTIEKTOB CUT-
HamHra AO Ha MOJIEKYJISIPHOM YPOBHE ITI0Ka TOJIBKO
HaumHatotes [1, 7, 12, 13].

B Hacrosimem o0630pe puBeIeHBI M3BECTHBIE K
HaCTOSIIIIEMY BpeMeHU cBefieHUs 0 TeHax AQ, CUTHaTb-
HBIX IMYTSIX U MEXaHU3MaX UHIYKIIMU WX 3KCIIPECCUMU,
WHTeTpauuu curHaauara AO ¢ IpyruMu KJeTOUYHbI-
MU CUTHAJbHBIMU ITYTSIMU; TPOAHAJIM3MPOBaHA POJIb
AO B noaaep:KaHUM CUTHAIbHBIX BHYTPUKJIETOUHBIX
B3aMMOJICMCTBUIT; OOCYKIAIOTCSI MEXaHU3MBI ITOCT-
TPpaHCISIMUOHHBIX Monudukaluit 6enka AO. B 06-
30p TakXe BKJIIOYEHBI COOCTBEHHBbIE SKCIIEPUMEH-
TaJIbHbIE TaHHbIE, CBUIETENbCTBYIOIIME 00 yyacTuun
AO B MOAYJISILIAM MUTOXOHAPUATIBHON (DyHKIIWH.

I'EHBI AO 1 UX ITOJIMMOP®H3M

YV nBynmonbHBIX pacTeHUir AO KoaupyeTcs TBYMSI
MoaceMeicTBaMu sinepHbIX reHoB — AOXI u AOX2, y
OTHONONBHBIX — OTHUM noacemeiictBoMm AOXT [14], 3a

HWCKJTIOYEHNEM HEKOTOPBIX IIPEICTaBUTENIECH IPEBHEIA,
paHO IMBEPTUPOBABIICH TpynIbl ceM. Araceae [15].
OO6pazoBaHue OBYX MOICEMEUCTB W BapbMpOBaHUE
KOJIMYECTBA T€HOB, IIO-BUINMOMY, SIBJISICTCSI pE3Yilb-
TaTOM AyIUIMKAIIMKW M guBepreHuuu [14, 15]. AOX2
MIPUCYTCTBYET B BOJOPOCIISIX U TOJIOCEMEHHBIX pacTe-
HUSIX, HO HEe HalileH BO MXaX, ITallOPpOTHUKAX U IIjIa-
yHax. B reHoMe rpu0oB oo0HapyxeH reH AOX TOJIBKO
OOHOTO U3 ABYX moaceMeicTB. Arabidopsis thaliana
comepxutT 4etbipe reHa AOXI1(a—d) n ogun AOX2,
cost Glycine max, HaTIpoTuB, — oguH reH AOX] v nBa
reHa AOX2(a, b) [14]. Puc comepXuT 4yeThIpe reHa
AOXI1(a—d) [14], a y TIeHULBI UASHTU(PUIINPOBAHBI
TONBKO TeHbl AOX1a v AOXIc [16], XOTs He UCKITIOYe-
Ha BO3MOXHOCTb OOHApYXeHUsI IPYyTUX I€HOB 3TOrO
noncemerictBa — AOX1d u AOXIe [17]. 'eHoM MOpKO-
BU Daucus carota L. yHUKaJIeH, OH COIEPKUT JIBa TeHa
Kaxnoro roacemeiictBa: AOX1(a, b) n AOX2(a, b) [18].

BoAbIIMHCTBO T€eHOB HMMEIT KOHCEPBATUBHYIO
WHTPOH-3K30HHYIO OpraHu3aluio, COCTOSIIYI0 W3
YEThIPEX IK30HOB, YEPEAYIOIIUXCI TPEMSI MHTPOHA-
Mu. Bapuauuu cTpykTypbl TeHOB AOX cpenu BUIOB
CBsI3aHBI C TTOTepeil MIM BKIIIOYEHWEM UHTPOHa [ 14].
Uccnengoanusa wHaykonn AOX Ha ypoBHE TpaH-
CKPUITIIMYA B OCHOBHOM TIPOBEIEHBI HA PACTEHUSIX C
CEKBEHMPOBAHHBIM TeHOMOM — Arabidopsis thaliana (L.)
Heynh., A. lyrata L., Nicotiana tabacum L., Zea mays L.
1 HEKOTOPBIX IPYTUX BUAAX, YTO MTO3BOJISIET ONpeae-
JINTh MOJICKYJISIPHBbIE MEXaHU3MbI CUTHAJIMHTA, PETY-
JMu akTUBHOCTM AO U ee poJib B peakliMu Ha
cTpecc.

I'ers1 AOX MOTYT TIPOSIBIISTEH TTOJIMMOPPU3M, KaK
MPaBUJIO, CBSI3aHHBINM C OMHOHYKJICEOTUIHBIMU 3aMe-
Hamu (SNP). SNP B AOX MoryT BcTpeuaThcs Kak B
9K30HAaX, TaK 1 B UHTpoHax [ 14]. SNP oOHapy:keHbI B
HECKOJILKMX o0iractsax reHa AOX2 B Tpex coptax Olea
europaea L. [19]. HaiineHbl Takxke IoaumMopdHbIe
caiitel AOX co BcTaBKOIi/melelneil 1 KOIMMPOBaHM-
em ¢pparmeHToB JIHK. B vactHOCTH, moauMopdu3M
AOX mopkoBu (DcAOX2a) BoisiBneH B uHTpoHe 3 [20].
DyHKIMOHATBHOE 3HaUeHUE BeeX HaliieHHBIX SNP B
AOX mmoka To9HO He oIrpeneieHo. M3BecTHO, 4TO 3a-
MeHa JIuz (K) Ha AcH (N) B 96 mo3utimy aMTHOKWC-
J0THI B 0enke AO apOy3a Onina pesyabraTroM SNP B
enuHcTBeHHOM reHe AO apb6yza — CIAOX [21]. Kak
nmoka3aHo, 3TOT SNP cBsI3aH C JIOKyCOM XO3SIICTBEH-
HO-IT0JIE3HBIX KOJIMYECTBEHHBIX IPU3HAKOB, OTBEYA-
IOIIMX 32 YCTOMYMBOCTD K TurnorepMuu [22]. Bapua-
IIMM B MOCJeA0BaTeNbHOCTU reHa AQO MpemioXeHOo
HMCIOJIb30BaTh KaK MOJIEKYJISIDHbIE MapKephl CTpec-
COYCTOMYMBOCTH BUa, B TOM YUCJIE, IJISI CEJIEKIIMU B
pacTeHUEBOJICTBE, a TAKXKE HACIEACTBEHHOI U3MEH-
YUBOCTH IS OOBSICHEHUSI MHANBUIYAJIbHBIX pa3jIn-
YU MEXIy pacTeHusIMU ogHoro Buaa [8, 14]. B pe-
3yJIbTaTe TOUEeYHOro MyrareHe3a B reHe AOX1a puca
noJjiydeHa OJHOHYKJICOTHUIHAasl 3ameHa; 3aMeHa K71
Ha N71 B 6enke npuBea K MOBBIIIEHUIO YCTOWYNBO -
CTH copTa K IOHWKEHHBIM TeMItepaTypam [23].
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Jpyroit aciekT momMopdusma reHoB AO cBSI3aH
C MUKPOTETEPOreHHOCThIO 3'-HeTpaHCIUPYyeMOil 00-
Jactu TpaHckpuntoB AOX (3'-UTR) B pesynbrarte
aTbTEpPHATUBHOTO MoJiMancHuanpoBanud [14]. Mo-
nynsuusg mvuHbl 3'-UTR MokeT 3HaYUTebHO BIIM-
SITh Ha peryisanuio akcnpeccun AOX, XOTsI CBeAeHUIA
00 sTtoM oueHb Mano. B 3'-UTR AOXIa Kykypy3sl
UASHTUOUIIIPOBAH TIpeAriojiaraeMblii CaliT CBSI3BI-
BaHusa ¢ MUKpoPHK (miR163) [14, 24]. Dot caiit
HaXOOUTCS MEXAy OBYMsI CaliTaMM pacIIeIUICHUS,
yKas3bIBasi Ha TO, YTO TOJIbLKO TPAHCKPUIITHI C T1OCTa-
touHo mmuHHOK 3'-UTR Moryt mogBepratbcsi MUK-
poPHK-caitnencnary. OKoOJIO TTOJTOBUHBI MOJICKYTT
MPHK AOXIa B mpopocTKax KyKypy3bl, TPAaHCKPUII-
Mg KOTOpBIX ObUla WMHAYLHMPOBaHA 0OpabOTKOt
H,0,, umenu kopotkue 3'-UTR 6e3 caiita cBsi3bIBa-
Husg MukpoPHK u, ciemoBarenbHO, n3deraaim MUK-
poPHK-caiinencunra [24]. B unTpoHe 3 AOXZa
Daucus carota HaiimeHa TOBTOPSIOIIASICS IEJICIINsI,
KOTOpasi, IIPEIIOIOXUTEILHO, BIUSIET Ha CAlT CBS3bI-
BaHust ¢ MUKpoPHK [20]. MHoXecTBEeHHbIE Bapualliu
mmHbl 3'-UTR BeisiBiieHbl B AOX2 y pa3HBIX COPTOB
onusbl (Olea europaea 1.) [19]. DT0O MOXET OBITb KOH-
CepBaTUBHBIM MTPU3HAKOM CPEIM COPTOB C Pa3HOI CITO-
COOHOCTBIO K YKOPEHEHMIO YePEHKOB, KOTOPOE CBsI3a-
HO CO CTpecc-uHIynupyemoii akcnpeccueit AOX2 [19].

Xotst nHpopMmanus o noauMopduzme reHoB AO
noka ¢parMeHTapHa, CTAHOBUTCS Bce 0oJiee TIOHSIT-
HO, 4TO noauMopdusM AOX sIBAsSIeTCS IBOJIOLIMOH-
HbIM MEXaHW3MOM DperyJjsiuu aKcrpeccun AOX Ha
pa3JInyHbIE CUTHAJIbI, TIOBBILIAIOIIMM YCTORUYUBOCTD
pacTeHUsI K CTpeccy.

TPAHCKPUITIUMOHHBIN .
N ITOCTTPAHCKPUITHNOHHBIN
KOHTPOJIb 3KCITPECCHUH 'EHOB AO

Perynsuus akTMBHOCTM TPaHCKPUIILIMK TeHa B
3HAYUTEJbHOM CTETIEHU CBSI3aHA CO CTPYKTYPOM ero
MIPOMOTOPHOM o61acTu. Hanbosee moaHO M3ydeHBI
nmpoMoTopbl TeHOB AO A. thaliana 25, 26] u Glycine
max [27]. I'en AOXIa A. thaliana (AtAOX1a) cayxut
MOJIEJIbIO JJIsI U3YUYEeHUsI TPAHCKPUITIIMOHHOTO KOH-
Tpoas akcnpeccuun AOX npu cTpecce [5, 26, 28].

O06JiacTb TTIPOMOTOPA COAEPXKUT YUC-PETYIISITOP-
Hble 3sieMeHThl (CARES), Kak rpaBuIo, Haxosime-
cs1 6;mm3ko K CCT (caiiT crapra TpaHCKPUITLIAN). DTH
3JIEMEHTHI MOTYT B3auMopeiictBoBath ¢ PHK-mmonn-
Mepa3oil U TPAaHCKPUITIUOHHBIMU (pakTopamu (TD),
KOHTPOJIMPYIOLIMMU SKCIIPECCUIO TEHOB.

Ananus nnpomotopa AtAOX1a ¢ ucnojib30BaHUEM
JeJIelii 1 MyTareHe3a BbISIBWI 00J1aCTh IIMHOM 93 1.H.
(otpe3ok Mexay 313 1 406 mo3uLmel HyKJI€OTUTHBIX
ocHoBanuii Beiie CCT; manee Bce MO3ULIMK BbIIIIE
CCT o603HaueHbl CO 3HAKOM “—”), 0003HAYECHHYIO
Kak peryisTop skcrnpeccun AtAOXI1a MUTOXOHIPU-
aJIbHOTO peTporpamHoro Iytu [13, 28]. DTta 061acTh
MMPOMOTOpA PETYIUPYET IKCIPECCUIO TeHa IPU BO3-
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IeMCTBUM aHTUMHWIINHA — MHTHOnTOpa Komrmrekca 111
OTL, n unruouropa LITK (akonuraser) — MDA (Mo-
HodTtopauerar). [Tozxe 6bu1 BoisiBIeH CARE, 060-
3HayeHHbIT Kak MDM (Mitochondrial Dysfunction
Motif), nmerommii mocnegoarebHOCTE CTTGNN-
NNNCA(A/C)G u peryavpymouit 3KCIpeccuio Tak
HaspiBaeMbix 24 MDS-renoB (Mitochondrial Dys-
function Stimulon), B ToM uuciie AOX1a [29].

Anamu3s npomortopa AtAOXIa nnmunoit 1800 1m.H.
Beimie CCT BuigBun 15 CARESs, 13 xoTopsix 12 Ob11m
dyHKUMOHaNbHO akTUBHBIMU (Al, A2, B2, C, D, E,
F, G, H, 11, 12, J), yyacTBylollMMU B peTYISLIIUA
TPAHCKPUIILIMM TeHa B OTBET Ha BO3JEMCTBUE TaKUX
crpecc-areHTOB Kak H,0, U poTeHOH (MHrUOUTOpP
komIutekca I DTL), mm6o oboux [26]. B HOpMaib-
HBIX yCIOBUsIX IpoMoTop AtAOXIa penpeccupoBaH
rior koHTpoJjiem aiemeHTa B2 (CGTGAG, —1576 r.H.).
DTOT 3JIEMEHT SIBJISIETCSl caliToM CBsI3bIBaHUs ¢ T
ABI4 (ABA-Insensitive 4). Ilonaraior, yuto ABI4 —
perpeccop MUTOXOHAPUATBHOMN peTpOrpaaHoOM pery-
Jgsuu (MPP), mockosibKy MyTaHTbI abi4 uMeJu To-
BBILIEHHBI ypOBEHb TPAaHCKPUNITOB reHa [30].

CAREs A2, E, 11 u 12 pyHKIIMOHUPYIOT KaK aKTU-
Batopel MPP. Tlpu Bo3aeiicTBUU CTpecc-areHTOB
YPOBEHb peNpeccur CHUXAICA W HaOI01a1ach Mo-
JIOXXUTEJIbHASI PEryJISITOPHAsi aKTUBHOCTb APYTUX
CAREs, 4TO CBUAETEIbCTBYET O KOMOWHATOPHOM
MIPUPOIE PETYISALIMU DKCIIPECCUM TeHOB [26].

OnemenTsl B u I conepxar caiit ABRE (ABA-Re-
sponsive Element) (ACGT), a anemenT 11 (ACGTG,
—93 11.H.) HAXOOUTCS B HEMOCPEACTBEHHOM OJIN30CTU
K 12, dopmupys nmapy ABRE-ABRE. ABRE pacno-
3Haetcsa T bZIP (neitlimHOBast MOJIHMS ); ABE KON
ABRE, BeposTHO, 00ecnmeunBalOT BBICOKYIO YyB-
CTBUTEJBLHOCTB reHa K ABK [26].

CARE 11 B npomotope AtAOX 1a Takke TiepeKphl-
BaeTcsa ¢ (DOTOYYBCTBUTEIBHBIM 3IeMeHTOM G-box
(CACGTG), uro mpeanojaraeT CyllecTBOBaHUE
MPSIMBIX MEXaHMU3MOB, CBSI3BIBAIOIINX 3KCIIPECCUIO
reHa ¢ orocuHTeTUYECKOM dyHKIIMeEM [26, 31, 32].
CBeneHust 0 POTOUYBCTBUTEIbHBIX 3JIEMEHTaX MpPo-
MoTopa AOX 1 CBeTO3aBUCHUMOM XapaKTepe WHOYK-
o AOX mpuBeIeHEI Jajiee B pas3nelie O CUTHAJIBHBIX
My TSX.

IeHeTnMYecKMii  CKPUHWHT  BBISIBWJI  CAMTHI
(T/G)CGTGT n W-box ((a/t)TTGAC(a/c/t)) B mpo-
Motope AtAOX 1a, c KoTopbIiMHU cBsi3bIBatoTCst TD ce-
meiictBa NAC u WRKY coorBeTrctBeHHO [28, 33].
B A. thaliana ANACO017, ANACO013 u npyrue ANAC
SIBJISIFOTCSI  TIOJIOKUTEIBHBIMU  PETYIITOPAMU  DKC-
npeccun AtAOX1a [29, 34], a WRKY — kak Moyioxu-
TeJIbHBIE, TAK W OTPUIIATEIbHBIE PETYISATOPHI 2KC-
npeccuun AtAOX1a [33].

Ananus npomoTtopa mmHoi 1000 m.H. gpyroro re-
Ha AO — AtAOXIc, He MPOSBASIOIECTO MHAYKIINIO B
OTBET Ha OKUCJIUTENbHBIN cTpecc, BhisiBUI 9 CAREs
(A—I), B ocHOBHOM Haxonsuxcs B oomactu 500 m.H.
Beimie CCT [25]. CeMb 371eMEeHTOB M3 HUX IPUCYT-
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CTBOBAJI M B IPOMOTOpPHO# obyactn reHa AO con —
GmAOX2b, KOTOPHIH HE SIBIISIETCS CTPECC-UHIYLIPY-
eMbiM [27]. Jemenym Oombmnx ¢parMeHTOB W
CAREs nmpomotopoB AtAOX1c n1 GmAOX2b moka3any,
YTO 3JIEMEHThI (PYHKIIMOHUPOBAIN MTO-Pa3HOMY, ITPO-
SIBJISIST KAK HETATUBHYIO, TAK U IIO3UTUBHYIO PETYJISILIAIO
SKCIIPECCUU T€HOB B 3aBUCUMOCTU OT TECTUPYEMOIA
TKaHU ¥ cUTHaJI0B. Hampumep, Bce aJIeMEHThI IIPOMO-
topa AtAOXIc, kpome C (—342 11.H.), TIPOSIBJISUIN B JIN-
Hun AAt2g19080 (¢ HOBBILLIEHHBIM YPOBHEM TpaH-
ckpuntoB AOXIc n 6enka AO) IIOJIOXUTEIbHYIO pe-
TYJISIHUIO 9KCITPECCUHN, TOLIA KaK B CYCIIEH3UM KIIETOK
W JINCThIX pacteHuit A. thaliana sxotnma Col-0 Heko-
TopbIe 37eMeHThl, B yacTHOCTU E (—230 m.H.), dyHK-
OUOHUPOBAJIM KaK HETaTUBHBIC pPerylasITopbl [25].
IToaHOTeHOMHBIIT aHaIW3 Ha OCHOBE IIPOTPaMMBbI
Expression Angler u ACT BbeIstBUIT 001I1ie (PyHKIINO-
HaJIbHBIC 3JIeMEeHTHI B ipoMoTope AtAOXIc 1 TeHOB,
SKCIIpeCCHs] KOTOPBIX CBSI3aHAa C IpolleccaMu aeie-
HUS ¥ POCTa KJIETOK. DTO JaJI0 OCHOBAaHME I10J1araTh,
yto 3Kcnpeccus AtAOX Ic perynupyeTcs CHTHaJIaMU,
CBSI3aHHBIMM C POCTOM U pa3BUTHEM [25].

IIpoBeneHHBII HAMM aHAJIM3 IPOMOTOPOB BCEX
reHoB AtAOX BerstBUI BO Beex reHax oomume CAREs,
y4acTBYIOIIME B 00ecrieYeHUN YyBCTBUTEIILHOCTU K
cTpeccaM pasHoii ipuponsl [35, 36]. G-box (CACGTG)
TIIPUCYTCTBYET B IIPOMOTOpPE He TONbKO AOXIa, HO 1
AOX2 [36]. Teunt AOXIa, AOXIc u AOX1d oboranie-
HBI B I poMoTopax TakumMu CAREs, kak MYB4-BSM
(Binding Site Motif), SORLEP3, SORLIP2 u CCA1l-
BSM, 4gt0 yKa3pIBaeT Ha 3aBUCUMOCTD MX SKCIIPECCUN
oT m3MeHeHUit dyHkunonupoBanusa xiaDTL (BTL
xJjoporiacToB) Ha cBety. B A. thaliana CCA1-BSM
MOXET YJacTBOBAaTh B PEryIupyemMoii (UTOXpOMOM
skcnpeccuu reHoB LHCB, komupyronmx xiaopoduiut
a/b-cesa3piBarome Oenku [37]. IlomHas mociemoBa-
tesbHOCTE UVBoXMC3 (CCAAGG), y4acTBYIOLLIETO B
oOecrieueHUH BBICOKOI 4yBCTBUTEJNbHOCTU K YD-B
[38], ooHapyxeHa B reHax AOXIa u AOXIc [35]. I1pu
3TOM MPOMOTOPHI Bcex TeHOB AOX] conepkalin yKO-
poueHHYy10 Bepcuto 31oro ayneMeHTa (CCAAG), cBoii-
CTBEHHYIO TeHaM c 0oJjiee MO3AHUM (M0 CPaBHEHUIO C
reHaMM, MMEIOIIUMU TIOJHYI0 T10CIeI0BaTeIbHOCTD
UVBox*MC) xapaktepom Y®-B-uHIynmpyeMoii sKc-
npeccun [38]. CeerouyBctBuTenbHBIe CARES, Tak Ha-
spiBacMble MREC#S-like box n ACE®#5-like box,
HaiieHBl B IIPOMOTOpax Bcex reHoB AtAOX, 3a uc-
kimoueHueMm AOX1b [35], u B OOJIBIIIOM KOJUYECTBE
colepkarcsa B mpoMoropax Y®-uHIyLUupyeMbIX Te-
HOB, Takux Kak CHS (reH xajnkoH-cuHTa3bl) [38].
Hamuue o6mux CARES yka3biBaeT Ha KOMITJIEMEH-
TapHEI XapakTep B3auMoaeiicTBus reHoB AtAOX Ha
TPaHCKPUITIMOHHOM YPOBHE B OIpeIe/ICHHOM Ararna-
30HE OTBEeTa Ha cTpecc. Tak, mpu JeiCTBUM TTOBIIIIEH-
HOIT (hM3MOI0TUYECKI OITyCTUMOM 103kl YMD-B 1 yme-
PEHHOTO YPOBHA ocBeleHHOCTH (400 MKMOIIb/(M? C))
aHTucmpicioBeie 110 AOXIa pactenus A. thaliana
MPOSIBJISUIA KOMIICHCATOPHYIO MHAYKLIUIO SKCIIpec-

cuu apyrux reHoB AO [35, 36]. BMecTe ¢ TeM, aKTUB-
HOCTb TeHOB AQ, B YaCTHOCTHU, IMMPU J€UCTBUU MTOBbBI-
IIEHHOM OCBEIIEHHOCTH, CKOPEEe BCETO, PETYIUPOBa-
JJach II0 pa3HbIM CUTHAJIbHBIM IIyTssM. Ha 310
yKa3bIBaJl KJIACTEPHbIM aHaIu3, KOTOPbIU BbIACIWI
reHbl AO B pa3HbIe KJIaCTephbl B 3aBUCUMOCTH OT Xa-
pakTepa ux aKcrnpeccuu [36].

MexaHu3MBbl TTOCTTPAHCKPUITIIMOHHOTO KOHTPO-
JIs1 9KcIpeccuu reHoB AO, cBsI3aHHBIE C TIPOLIECCUH-
rom PHK, nzyuennl cia6o. [lepBbie cBemeHUs O pe-
ryasguuu reHoB AO Ha MOCTTPaHCKPUMLIMOHHOM
YPOBHE MOSIBUIMCH B pabOTe M0 U3YYEHUIO IKCIpec-
cunu SgAOX B mouarkax Sauromatum guttatum [39].
bbi1o 00Hapy:keHO MHOTIOKpaTHOE yCUJIeHUE 3KC-
MPECCUU FreHa MPU OTCYTCTBUU U3MEHEHUSI CKOPOCTH
TPAHCKPUIILIMU B U30JIMPOBaHHBIX siapax. [Tonarator,
YTO TIOMHUMO aJIbTEPHATUBHOIO MOJIMAACHUINPOBA-
HUSI, BBISIBJICHHOIO B HecKoJbKkMux reHax AO [14], B
npoueccuHre PHK AOX Benuka posib KaNMMpoBaHUs,
CBSI3aHHOTO C (pochoprInpoOBaHuEM 5'-KOHIIA TpaH-
CKpMIITA U TIpUCOEIMHEHNEM dyepe3 TpudochaTHBIM
MOCTUK 7-MeTWITyaHO3WHa (K3M-CcTpyKTyphl) [40].
B XMBOTHBIX KJIeTKaX KAIMMPOBAHUE YACTUUHO PETyJIH-
pyetcs muiieHbio panmamMuiinHa (TOR) — mporenHku-
Ha3bl CEpUH-TPEOHUHOBOH creruduuHoctu. TOR
ecTb y Bcex aykapuoT. TOR B cocraBe MynbTUMOJIE-
KYJIIPHBIX CUTHAJIbHBIX KOMILIEKCOB (Y JKUBOTHBIX U
JIPOXCKE MX IBa, Y paCTEHU TOJIBKO ONUH) PETyInupy-
€T KJIETOUHbBII POCT U BbDKMBaHUE, aKTUBUPYS ObICT-
pBIii cMHTE3 OeJIKa, YTO OCOOEHHO BaXKHO IPU CTpecce.
B pacrenusix A. thaliana TOR MOXeT CIIy>XUTh aKlIET-
TopoM TipotemHKrHa3bl KIN10, Bo3MoOXHO, yepes 1o-
CpeIHMKaA B sSApe — LIMKIWMH3aBUCUMOI KnHa3kl El
(CDKE1), unayumpyroneii akcripeccuto AOX1a [40].

ITATTEPHBI 5KCITPECCUH
N TPUITEPbI AKTUBALIU AOX

Dkcrpeccust reHoB AO craja MHTEHCUBHO U3Y-
qaThCs ITociie KiaoHupoBaHus nepsoii KIHK AOX n3
Sauromatum guttatum [41]. K HacTosilieMy BpeMeHU
MTOJTy4eHO MHOTO WHGOpPMAIIMA O XapaKTepe 2KC-
npeccun AOX y pasnuaHbix BugoB. Ilokaszano, 4To
akcrpeccuss AOX MoXeT ObITh KOHCTUTYTUBHOU B
MIpoIlecce POCcTa M pa3BUTHS, a B YCIOBHSIX CTpecca —
CWJILHO MeHSThCA [5, 14, 42]. OpTojoTUYHbBIC TEHHI,
KaK MpaBUJO, MPOSBISIOT OAWHAKOBBIN XapaKTep
9KcHIpeccuu, Harpumep, Aox2a n Aox2b con 1 BUTHBI
kutaiickoit [43]. OmHako ecTh U ITPOTUBOITOJIOXKHBIC
npumepbl. OptojiornuHble TeHbl AOXIa n AOXIc
MIIIICHUIIBI M pYICa TIPOSTBIISUIA PAa3HbBIi XapaKTep SKC-
IIpeCCHUU B IIpoLiecce 3ejieHeHus aucTa [44, 45].

Wunykuus skcnpeccuu AOX BBISIBIIEHA TTPU BO3-
JeHCTBUN aOUOTUYECKUX U OMOTUYECKUX (DAKTOPOB —
TeMnepaTypsl [46, 47], 3aconenus [48], 3acyxu [49], Tu-
rokcuu [50], BeIcOKO# ocBemenHocTH [31, 36, 51, 52],
Y®-B obayueHust [35], TsSoKeNbIX MeTauioB [52, 54],
o30Ha [55], medwuuura azora [56], matoreHoB [57] u
Ipyrux Bumax crpecca [52, 58]. Hekoropbsle nmero-
®UBNOJIOTUS PACTEHUN Ne 1
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Imuecs B JUTepaType cBeneHns 00 skcrpeccunn AOX
BBICIIIMX pacTeHUit 00001IeHbl B JOMOJHUTEIBHBIX
MaTepuanax (tadauua 1), u3 KoTopoit BUTHO, YTO Te-
HBI AO mposgBasgoT muddepeHINAILHBII XapaKTep
9KCIIPECCUU, TTAaTTEPHBI SKCIIPECCUM OTHOTO U TOT'O XKe
reHa AO MOTYT 3aBUCETh OT TUIIA TKAHU, YCJIOBUIA pO-
CTa, IIPOIODKUTEIFHOCTH IeCTBUS cTpecc-daKkTopa.

I'ennr moncemerictBa AOX1, Kak IpaBUIIO, CTPECC-
uHnyuupyemole. AOXIa A. thaliana Haubonee 4yB-
CTBUTEJIEH K CTPECCy, HO Y IPYTUX BUAOB pacTeHUit
STOT I'€H MOXET U He TPOSIBISATD MOJTOOHYIO peakiniio
(onmonHuUTEeNbHBIE MaTepuaibl, Tadauma 1). Okc-
npeccust AOX2 yaiiie peryaupyercs mpoleccaMmu po-
CTa U Pa3BUTHUS, YTO HE MCKIIOUYAET BOBJIEUCHUE
AOX2 B oTBETHI Ha JeiiCTBUE CTpeccopoB. B yacTHO-
CTH, IKCIIPECCHUS BCEX YEThIpeX TeHOB 0OOUX Mozice-
melictB AOX'y Daucus carota nmena nuddepeHInanb-
HBIN opraH- ¥ pocT-crienuduuHbii xapaktep [18]. I'en
DcAOX1a nposiBiisini 6oJiee BhIpak€HHBIN KOHCTUTY-
TMBHBIM XapaKTep 9KCIPECCUHU B JINCTE U B Mpoliecce
obpa3zoBaHUsI de novo BTOPUYHON (DPIOIMBI KOPHS
9KCIIaHTOB. M3BECTHBIMU TpUITEpaMU WHAYKIIUU
reHoB AOX sgBisTIOTCS TUCGHYHKIIMM MUTOXOHIPUIA,
BBI3BaHHBIE Kak JeiicTBueM mHIrnouropos OTLI [28,
51], Tak ¥ MyTallMsIMU T€HOB, KOAUPYIOIIAX MUTO-
XOHApHUaNbHble Oellku KomriuiekcoB DTLL [59, 60].
IMTonararot, yto nedexter DTLI BcaencTBue MyTauii
reHoB U uHruouTOpsl DTLL n LITK dhopmupytot pe-
JIOKC-CUTHAJIbI, KOTOPBIE TIepeaaloTcsl B SIAPO U UH-
IVLIHAPYIOT 3Kcnpeccruio AOX M apyrux, He TOJBKO
“mpIXaTelbHBIX, TeHOB [26, 28, 60]. Dkcrpeccust
AOX (1a npumepe AtAOX1a) — MUPOKO UCIIOIb3Yye-
Masi MOJieJib B U3YYEHUU MUTOXOHIIPUATIBHOTO pe-
TPOTPaIHOTO CUTHAJIMHTA.

Takum obpazom, nuddepeHInaTbHbINA XapaKTep
skcrapeccun reHoB AOX CBsI3aH C T€HOTUIIMYECKUM
1 PEHOTUITMUYECKUM pa3HOOOpa3reM KJIETOK, pery-
JIsileit akTHBHOCTU T'€HOB B 3aBUCHMOCTHU OT MOCTY-
MaIX CUTHAIOB, KOHTpoJieM akcnpeccun AOX Ha
pa3HbIX YPOBHSX peaju3aluyd HacaeACTBEHHON MH-
dopmanunu. DTo odecreynBaeT IJIaCTUYHOCTh MeTa-
0oJM3Ma pacTUTENIbHOM KJIETKM, B KOTOPYIO BOBJIE-
yeHa 2HEeproauccunupyomias (yHKIHS MHUTOXOH-
npuii [5, 8, 14, 34].

CUTHAJIBHBIE ITYTU PETYJIIALIUN
BKCITPECCHUUN AOX

TpaHcayKumsi curHajia, BbI3bIBAIOIIETO DKCIIPEC-
cuio AOX, MOXET IIPOUCXOIUTH IO aHTEPOTPaATHOMY
U perporpagHomy myTsiMm [11, 13, 30]. AHTeporpanHas
PETyJISILUST SKCIPECCUU TeHOB MpPeAcTaBsieT co0oii
HUCXondamui (top-down) ImyTh OT siapa K OpraHesie.
PetporpanHast perynsiiiysi HalpaBJjieHa 1O BOCXO/IsI-
memy (bottom-up) myTH OT OpraHeslI K ssapy [ 12, 61].
ITpuHATO cUMTaTh, YTO AaHTEPOrPaAAHbIA CUTHAIUHT
MPOTEKAeT Ha HECKOJIbKMX YPOBHSIX — OT TPAHCKPUII-
LIMOHHBIX 1O MOCTTPAHCISIIUOHHBIX; CUTHAIBI, KaK
MPaBuUJIO, CBSI3aHbl C MPOLIECCAMU POCTa U Pa3BUTHUS
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pacTeHuA, ¥ IeiCTBUEM BHEIIHUX (paKTOpOB. PeTpo-
rpagHasi peryjasums 9KCIIPECCUU T€HOB MPOUCXOAUT
B OTBET HA U3MEHEHME YCIOBUI BHYTPEHHEN CPEIBI U
[MO3BOJIIET OpraHejiylaM BIMATH Ha 3KCIIPECCHUIO
saaepHBIX TeHoB [12, 30, 61].

MHuUTOXOHAPUAIBLHAS PETPOrPAAHAS PETYJIAIUs IKC-
npeccun A0X. Haubosiee moaHoO onmrMcaHa MUTOXOH-
IpuanbHas perporpagHas peryiasauus (MPP-myts)
akcnpeccun AOX, TOATBEPXKIEHUWEM CYyIIECTBOBa-
HUSI KOTOPOTO SIBJISIOTCS HE TOJILKO HaHHBLIE 00 MH-
nykium 3kcrpeccun AOX unrunomropamm OTI,
HUTK u BciaencTBue gedekroB komriekco DT, HO
¥ Hajmuue B mpoMoTope AOX (Ha mpumMepe AtAOX 1a)
MPP-yuacTka, HeOOXOOMMOTO I MHAYKIWWA 3KC-
npeccuu rexa [28, 34]. MTHruouTopbl — aHTUMULIMH
1 MOHO(dTOpaleTaT — UMUTUPYIOT COOTBETCTBEHHO
A®DK -3aBucumblit 1 ADK-He3aBUCHUMBIi CUTHAJIBHBIE
IMyTU UHIYKIUK 9Kcripeccuu reHoB AO [11, 13, 28].

Huchynkumuu B OTL, cBsIzaHHBIE ¢ HapyIlLIEeHUEM
MOTOKa 3JIEKTPOHOB, MPUBOJIST K 00pa30BaHUIO U3-
opITouHOrO Koinyectsa APK — cyrmepokcua-pan-

kana (O) ) u nepekucu Bomopoaa (H,0,). Mectom

reHepaiu O; siBistiorcest Komruteke I, 1T u 111, a no-
HOPOM 3JIEKTPOHOB JIJIsl KUCI0pOoaa — YOMCEMUXUHO-

HOBbII MHTepMenuat [13]. O6pasyemuiii B DT O
HecTabwieH (BpeMs xusHu — 1012 ¢) u OBICTPO HEit-
tpanusyercs B H,O, nipu ydyactuu Mn-3aBucumoid
cynepokcuagucmyTassl (MnSOD), a Takke CITIOH-
tanHO. Iloka3zaHo, 4TO cBepxakcnpeccust MnSOD
cHikaia skcrpeccuto AOX1a n AOX1b ripu Bo3neit-
CTBUH XOJIOJIOBOTIO CTPECCa B paCTeHMIX puca [62], a
HokayTHas1 1o MnSOD nmnusi Arabidopsis thaliana
npostBisina ycuieHue skcnpeccnu AOX1a B oTBET Ha
00paboTky AICIl; 110 CpaBHEHHUIO C JIMHUEU TUKOTO
tuma [63]. DTu TaHHBIE CBUAETEILCTBYIOT O TOM, UTO
conepxxanre ADK B MUTOXOHIPUSIX, TECHO CBSI3aH-
HOe ¢ aKTUBHOCTBI0O MnSOD, MOXeT OBITH TIEPBUY-
HBIM CUTHAJIOM, UHAyLupyomuM MPP-3aBucumyro
uHaykuuio akcnpeccuu AOX. H,O, gBisieTcss BTO-
puyHbIM MecceHmkepoM ADPK-3aBucumoinr MPP-
skcnpeccun AOX [13].

Panee cuutanoch, uro H,0, mHmyuupyer sKc-
npeccuio AOX myTeM IPsSIMOTO OKMCJIEHUST WA MO-
IyIApoBaHUs mpoleccoB pochopummpoBanuss T,
KOHTPOJIMPYS MHULIMALIIO TpaHCKpuIiuuu [64]. Oxn-
HAKO CTaJI0 U3BECTHO, YTO AHTUMUILIMH — UHTUOUTOP
komrniekca 111 — BeI3bIBan 6osee OBICTPYIO MHIYKIIVIO
askcnpeccun AOXI B KieTKax Tabaka, YeM 3K30TeHHast
MEepPeKNCh, HAKAIUIMBAIOIIASICS BO BHYTPUKIIECTOYHOM
npocTpaHCTBe [65]. DTO na10 OCHOBaHME M0JIaraTh, YTO
A®K MUTOXOHIPUATIBLHOTO MPOMCXOXICHUST OoJjiee
addekTBHE B MHOYKIMKM 3Kcrpeccun AOXI, dem
A®K 1nuroruia3Mbl WIK XJI0poIluiacToB. B 3Toit padote
ObUIO TakXKe MOKa3aHO, YTO OOHTKPEKOBasi KUCJIOTA,
MHTIOUTOP MUTOXOHAPUAILHOI IOPhI IMPOHUIIAEMO-
ctu (PTP), yyacTByromieii B 3amycke amomnTros3a y
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Puc. 1. Cxema CUTHAJIbHBIX ITyTeil peryIsiliuu aKcIpeccun reHoB AOX. BHelllHUe ¥ BHYTpeHHUE (MUTOXOHIPUAIbHBIC U T11a-
CTUOHBIC) CUTHAJIBI IOCTYITAIOT B SIAPO IJisI akTuBaun AOX (Ha OCHOBe cXeM, IIpeICTaBIeHHBIX B paboTax [1, 5, 12]). I[1yts Mu-
TOXOHIIpUAJIBHON peTporpagHoil perymsiuuu skcrpeccun AOX (MPP-nyts) (Ha npumepe AOXIa Arabidopsis thaliana,
AtAOX1a) BKIIOYAET MOCTYIUICHUE CUTHAJIa U3 MUTOXOHAPUI (ADK, LiuTpat, pe1oKc-CUrHa) ¢ mocaeayoIM BEICBOOOX e -
HueM TpaHckpumnimoHHoro dakropa (Td) cemeiictBa NAC (NAC17) U3 sHIOIUIa3MaTUUECKOTO peTuKyayMa (DP), koTopsrit
(kak u apyrue TP NAC) sBiseTcs TOJOXUTEIBHBIM peryisiTopoM skcrnpeccun AtAOX1a. ABl4 — penpeccop AtAOXIa.
Td WRKY moryt 6biTh Kak rojoxurenbHbiMu (WRKY63), Tak u orpunareasHsiMu (WRKY15/40) perynsitopaMu 3KCIpec-
cuu AOX 1a. dpyroii myTh TpaHCIYKIIUU CUTHAJA BKJIIOYaeT akTuBaiuio nporenHkrHasbl (KIN 10), koTopas B3auMoaeiicTByeT
¢ MeauatopHbIM B siape Komruiekcom CDKE1, nanynmpytomum AOX1a. Aykcun u T® MYB29 — HeraTuBHBIC peryssiTOpbl

akcnpeccuu AOXIa.

KMBOTHBIX, OJokupoBana aHTumMuuuH-, H,O, u
CK-3aBucumyto umHaykiuio AOXI. TlosToMy BO3-
HUKJIA ajlbTEpHATUBHasI TUIIOTe3a, OOBSCHSIOIIAS
ADK-3aBUCUMYIO0 MHAYKIIMIO 9KcTipeccun AOX, Ko-
Topasi TTIOCTpO€Ha Ha aHAJIOTMU 3allycKa Ipolecca
nporpammupyemoii ruoenn kiaetku (I1I'K) y xxusor-
HBIX [65, 66]. ADK, B 4aCTHOCTH II€pEKMCh, HaKall-
JIMBAIOIIASICSl TIPU CTpecce BO BHYTPUKIECTOYHOM
MPOCTPAHCTBE 1 CITIOCOOHAS JIETKO TMTPOHUKATDh Yepes
KJIETOUHbIE MEMOPaHBI, MOXET BbI3bIBaTh NTUCOHYHK-
LIUM MUTOXOHJIPUN U OTKPBITHE MUTOXOHIPUATBHBIX
nop (PTP), uyro compoBoxmaeTcsl HUCCUIAIACH
MEMOpPaHHOTO TOTEHIIMAIa 1 SIBJISIETCS PellaiolnuM
3TaroM CUrHajvuHra nHaykuuu AO0X [65, 66]. INona-
raroT, 4To BpeMeHHoe OTKpbiThe PTP — BaXXHBIIT Me-
XaHU3M KJIETOUHOTO PEIOKC-CUTHAJIWHTa U CIOcob
KOMMYHMKALIU MUTOXOHIPUIA ¢ aapoM [65].

NAC-comepxamue T (ANACO017, ANACO013)
SBJISIIOTCS TIPSIMBIMU aKTUBAaTOpPaMU TPaHCKPUIILIMUA
AOX1a |29, 34] (puc. 1). ANACO17 — KOHCTUTYTUBHO
aKcripeccupyemblii T, CBsI3aHHBIN C dHAOILIa3Ma-
TUYECKUM peTukyaymom (OP) depes C-koHIIeBOIt
TpaHCMeMOpaHHBI ToMeH. B oTBeT Ha aHTUMUILIVH
WIY TP MUTOXOHIPUATBHBIX TUCHYHKIIUSIX TPOUC-
XOJIUT MPOTEOJIMTUYECKOE OTIIernaeHne C-KOHIIEBO-
ro 1oMeHa poMOOBUIHOM IpoTea30ii, a N-KOHILIeBOM
JIOMeH BbIcBOOOXAaeTcs 3 OP u Murpupyet B si1po,
CBA3BIBasICh ¢ TipoMoTopoM AOX1a. B ANACO017 obHa-
PY>XEH CalT pacllerieHus pOMOOBUIHOM TpOTea3oi
MEXIy IBYyMSl TOMEHaMU, a MHTUOUTOPBI POMOOBUII-
HOI MpoTeasbl CHUXKAIOT MHIYLIMPYEMYIO aHTUMULIU-

HoM aKcnipeccuto AOXIa [34]. Tlpennonaraercsi, 4To
pomOoBuaIHas nipoTea3a aktuBupyetcs H,O, murto-
XOHIPUATBHOTO MPOUCXOXIECHUS, TaK KaK MYTaHTbI
ANACO017, kak mpaBWJIO, HE MPOSIBIISIIOT 9KCHPECCUIO
AOXIa nipu obpabdotke 3k3oreHHoit H,O,. ANACO17
HEToCpeICTBEHHO cBs3biBaeTcs ¢ caiitoM (T/G)CGT-
GT mpomotopa AtAOXIa v MOXeT aKTUBUPOBATh
npyrue T cemeiicta NAC, Hanpumep, ANACO013,
SBJISIIOLIMMUCS.  TIOJIOXKUTEJIbHBIMU  PETYJISITOpaMU
akcrnipeccun AOXI1a. OnHako apyrue T® NAC He
MOTyT KOMIeHcrupoBaTh oTcyTcTBre ANACO17 [29].

IIpomoTop AtAOX1a HaxoguTCs 1OH KOHTPOJIEM
pasHbix T, HATIPSIMYIO B3aUMOIEHCTBYIOIINX C pe-
TYJISITOPHBIMU 3JIEMEHTAMU U BJIUSIIOLIMX Ha 9KCIpec-
cuio AtAOX1a [5]. BesineHo, uto WRKY cBsi3biBaroTcst
B Tpex caiitax W-box (—291, —373 u —412 11.H.) npoMo-
Topa AtAOX1a. WRKY15 u WRKY40 sBasitorcst pe-
npeccopaMu perporpagHoit akcrapeccun AOXIa n
JIBYX IPYTUX SIIEPHO-KOAUPYEMbBIX TEHOB MUTOXOH/IPH -
aJIbHBIX 0eJIKOB A.thaliana — NDB2 (reHa “BHeLIHel”
HA®D-H-gerunporenasel) u UPOX (UP-regulated by
OXidative stress), YyBCTBUTEJIbHBIX K OKUCIUTEILHOMY
crpeccy [33]. Ho eciim ABI4 — penpeccop AOXIa B
HopMmanbHBEIX ycnoBusix, To WRKY15 u WRKY40
OrpaHMYMBAIOT 3KcIIpeccuio AOX 1a B yCIOBUSIX TUC-
¢ynkimu DT, B yacTHOCTHU, MpU 00padbOTKEe aHTU-
munpHoM. [IpennonoxurenbHo, WRKY63 ¢yHkIM-
OHMpYeT KakK akTuBaTop 3Kkcnpeccun AOXI1a. Ycra-
HoBieHo, yTo WRKY63 yyacTByer B peakuunu Ha
BBICOKYIO OCBEIIEHHOCTh [33]. ABTOpBI ITIOJIaraiorT,
yro WRKY40 1 WRKY63 KOHKYpUPYIOT 3a CaiiTbl

®U3NOJOTUI PACTEHUM  TomM 69 Ne 1 2022
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CBA3BIBAaHMSI C TTpoMoTopoM TeHa. [lokazaHo, 4YTO
aykcuH u TP MYB29 — 5710 HeraTuBHbIE PEryJISITO-
pbl 3kcnpeccuun AtAOX1a, GyHKIMOHUPYIOLIUE Ye-
pe3 TopMOHaTbHBIE CUTHAJIBHBIC TIYTH U B3aUMOIE -
creytoniue ¢ T® ERFs (Ethylene Response Factors)
n WRKY [30, 67].

TpaHcaykumsi curHajla U3 MUTOXOHIPUIA TakxKe
MOXET WMATU IO MyTU aKTUBALIMU MPOTEUHKUHA3bI
KIN10, kotopas Bzaumoneiictyer ¢ CDKEI, siBiisi-
IolIeICs B SIIpe YacTblo MEAMATOPHOTO KOMILIEKCa,
uHayuupytoiiero AOX1a [40]. B uccienoBaHusx Ha
raol mytaHTax BbIsiBieHO, uTo CDKEI] yyacTByeT B
BOCHPUATUN JIIOOBIX KJIETOYHBIX CUTHAJIOB, B TOM
qyyciie, aHTEPOrpaJHOTrO IMPOUCXOXIEHUsS (HaIpu-
Mep, BbI3biBaeMbIx HakorieHueMm H,0,, x0n010BbIM
BO3ICUCTBUEM) C ITOCAenyomeit nunykuueit AOXIa.

Paznenenue A®K-3aBucumoro n ADK-He3aBucH-
Moro mniyreii MPP-curHanmmura AOX yclloBHO, TMO-
ckosbky ADK gBisieTcst MOTEHIIMATBLHOM MOJIEKYJION B
TPaHCOYKIIMY CUTHAJIA, TIOJIy4aeMOI'0 M3 MUTOXOHAPHUIA
BCJIEICTBUE MHTMOMPOBAaHUS KaK aHTUMULIMHOM, TaK
u M®A [28]. I'enepanusa ADK oGHapy:keHa B KJIETKaX
CycIleH3nM Tabaka TpHW BO3NEHCTBMM Ha HuX 5 MM
M®A [68]. OnHaKo 3TO He UCKITI0YaeT BO3MOXHOCTh
repenayy CUrHaja K IpoMOTOpPHOI obiactu [13, 28].
Ha sTo yka3beiBaeT TOT (DakT, YTO pa3HbIe KOHIIEHTpA-
mun M®A, peryaupymoliye skcrpeccuio AOX, MoryT
MO-pa3HOMY BIIMSATL Ha obpazoBaHue ADK, BIIoTh
1o orcyrcTBus 3ddekra [28]. [TokazaHo TakKe, UYTO
Td WRKY yuacTByeT Kak B aHTUMUILIMH-, TaK U B
M®A -3aBucumoit nunnykunu AtrAOX1a mo MPP-my-
TH, OOHAKO MYTaHTBI B oOiactm W-0oKca cuibHee
pearupoBaiin 3Kcrpeccueiit AOXIa Ha aHTUMULIMH,
yeM Ha MDA.

ITomumo H,0O,, npyruMu CUTHAJILHBIMU MOJIEKY-
JIJaMH, YYaCTBYIOIIMMM B PEryJsSLUU DKCIIPECCUU
AOX, asrsmorcst NO, camuuminoBast kucioTra (CK),
>KaCMOHOBas KUCJIOTa, 3TWIeH, noHsl Ca?™ [12, 13].
Xopoiuo usBecteH a¢dexT HakoruieHus H,O,, NO u
CK, a Taxxke yBennmdyeHue skcrpeccun AOXIa v co-
nepxanus 6enka AO B mpoliecce pa3BUTHS peakliuu
cBepxuyBcTBUTEIbHOCTH (CBY) pacTeHmii B oTBET Ha
araky naroreHa [57]. Pazsutne CBY — xopoirasg Mo-
JIeJib U3yYCHUSI CUTHAJIBHBIX IMyTei, OMHAKO IO CUX
IIOp BCE 3TAIlbl 3TUX IyTel He pacimdpoBaHbl. [1o-
Ka3aHO, 4YTO TeHepalus CYIIepOKCUIHOTO B3PHIBA

(“O; burst”) B oTBeT Ha MHOKYsiUO Nicotiana ta-
bacum GaxTepusIMHU-TIaTOTeHAMM 3aBUCeEJIa OT HaJI-
ynst AOXIa B reHome pacteHus [57]. UmMeHHoO reHe-

pauus O, B MUTOXOHIPUSIX WHUIIMMPOBAJA peak-
muio CBY, xora apyrue ADK takke ydacTBOBaJIU B
ee paszButumn. OrcyrctBue AOXIa nmpuBOAWIIO K 3a-

nepxkke O) B3pbiBa, komokomu3anru NO, ONOO~

(TIepOKCUHUTPUTA — MPOIAYKTa B3auMoneicTBust O,
u NO) u paszsutus peakuuu CBY B orBeT Ha BHeApe-
HUe€ TaToTeHa TakK e, Kak U BJIMSHUE aHTUMUIIMHA,
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nHTrnoupyoomero komiuiekce 111. OopHako mosxke (1o
CpPaBHEHUIO C JUKHUM TUIIOM) IIPOUCXOIUJ PE3KUIA
cynepokcuaHbii B3peIB. ONOQO™ yyacTByeT B HUT-
pPOBaHUY TUPO3UHOBBIX OCTATKOB OEJIKOB, UTO BJIMSI-
eT Ha UX MOIM(pUKAILINIO, YyBCTBUTEIBHOCTh K IIPO-
teasam u passutue I1I'K. Ceepxakcnpeccust AOXIa,
HampoTuB, MpeaoTBpallajia pa3BUTUE CYTIEPOKCHUII-
HOTO B3PHIBa, BBI3BIBAEMOIO AECTBUEM aHTUMMIIY-
Ha. ChejlaHO MOpPeaNnojoXeHUEe, YTO DJIEKTPOHHBIA
TpaHCHOPT, OYEBUIHO Ha YpoBHE KomIuiekca 111, siB-
JISIETCST MUIIEHBIO peaKlIMK, BbI3BIBAIOIIEl CHUTIHAI
s paszsutusg CBY, a AOX — xmoueBast IeTepMu-
HaHTa MUTOXOHApUaabHOII nuHaMuku ADPK B oTBeT
Ha aTaky natoresa [57, 66]. [IpyuanHoii CyrepoKCUIHO-
IO B3pbIBa Ha paHHMX 3Tanax passutusg CBY ssisgercs
CKOOPAMHUPOBAHHOE COBMECTHOE IIOAABJICHUE 3KC-
npeccuu reHoB 1 akTuBHOCT AO 1 MnSOD.

Ycunenue skcrnpeccun AOX1a Xak 3alIMTHAS OT-
BETHas peakiivsl Ha OMOTUYECKMIA CTpecc, CKopee
Bcero, cBsi3aHo ¢ BiussHueM CK. B HU3K1X KOHIIeHTpa-
musix (MeHee 1 MM) CK Kak aHajor XMiHOHa B3aMMO-
neiictByeT ¢ KomruiekcoMm 1 u 11, Hapyirast TpaHcopt
a51eKTpoHOB B OTLI, 4YTO MHUIIUMpPYET CUTHAJILHBIC ITy-
TH, TIPUBOISILIME K 3KcIipeccuu reHoB AO [66]. BmecTe
¢ teM, CK nHnynupyet sakcrapeccuto AOX He HaIIpsI-
Myto yepe3 TD, cBa3bIBaOIIMECS C IIPOMOTOPOM Te-
Ha (CK-uyBCTBUTEIbHBINI 371eMEHT asl OTCYTCTBYET B
npomotope AtAOX1a), a ckopee Bcero IoCTTPaHCKPUII-
muoHHo [26]. TTonarator, yutro EDS1 (Enhanced De-
sease Susceptibility 1) 1 PAD4 (PhytoAlexin Defficien-
cy 4) — nunaszononoOHble OejKi, KOHTPOJIUPYIOLIe
CBY-otBet, HakoruieHue CK n CK-3aBUCHMMBII CUT-
HaJIMHT, HO (DYHKUIMOHUPYIOIIUE B upstream-4acTu
CK-curHanuHra, peryaupyloT skcmnpeccuio AOXIa
(noka3zaHo Ha npumepe AtAOXIa). BoaMoxHO, 4TO
EDS1/PADA4-curHaibHblii yTh SIBJISIETCSI YHUKAb-
HBIM B MHIYKIUM 3Kcripeccun AOX1a; 3To 0ObSICHSI-
€T, B YACTHOCTH, MPUYUHY OTCYTCTBUSI B HEKOTOPBIX
ciygasix koakcnpeccun AOXIa ¢ NDB2 npu neii-
crBun H,0, unm poTeHoHa — TPUITEPOB 3aIlyckKa
MPP-nytu [26].

benxu EDS1 u PAD4 kak nocpeqHUKHN y4acTBY-
o1 B TpaHcayknuu curHaia IIT'K, oOycioBieHHOro
aktuBalueil Toll-momoOHBIX peLeNTOPOB UMMYHHOTO
otBera [69]. U3BecTHO, 9TO AO y4acTBYeT B IIpOIIeC-
ce I[1T'’K. B MuTOXOHIpUaIEHOM ITyTH TIepeaadi CUTHA-
Jla, TI0 KOTOPOMY pean3yeTcsl OOJIBIITMHCTBO (hOopM
anornro3a, popmupoBanmio PTP u Beixomy mmroxpoma
¢ U DHIOHYKJIEa3 B MeXMeMOpaHHOE IIPOCTPAHCTBO
MUTOXOHIPUI, a 3aTeM B LIMTOIIa3My, TIPEAIIECTBYET
peskoe yBeamueHre ADK. Y KMBOTHBIX BBIXON LIMTH-
XpoMa ¢ — KJII0Ue€BOE COOBITHE, MHAYLUpPYIOIee 3a-
MyCK KackKala peakiuii akTUBaluy Kacria3 u peain-
3apuio TII'K. Peryasius MUTOXOHOPUATIBHOIO IIyTH
III'K BKm0o4aeT MeXaHWU3MbI, KOHTPOJIUPYIOIINE
ypoBeHb ADK. ITokazaHo, 4TO MepEeHOC IEKTPOHOB
o ATl npensitcTByer HakormeHuio ADK u nommep-
KBaeT MUTOXOHApHUaTbHOE abixanue, korna L IT orpa-
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HUYeH WHTHOMTOpaMu WM MHoynupyommMu T1I'K
coequHeHusIMHU [69]. Takum o6pazom, AO peryampyer
KJ1eTOUHEBI ypoBeHb ADK, KOTOPEIIA, B CBOIO OYepelib,
orpeaenasieT BOCIPUUMUYNBOCTD K PA3BUTHIO aIlONTO-
3a, moatomy AO Ha3BaH “6eJIKOM BbDKMBaHuUs” [69].

Ponb noHos Ca?* B MPP-3aBucuMoii MHAYKLUU
AOXIa menee sicHa. Hakorutenue Ca?t B kiieTke gBid-
€TCs1 MPU3HAKOM pa3BUBalollerocs crpecca. B XuBot-
HOIT KJIETKE MUTOXOHAPUHU SIBIISIIOTCS “XpaHWIMIIEM
noHoB Ca’" u obmeHmBarorcs umu ¢ DP, coszmasas
KaJIbLIEBbIE MUKPOIOMEHBI. B pacTuTenbHOIT KieT-
K€ OOMEH KaJIbliisl MEXAY KOMIIapTMEHTAMM OCY-
IIECTBJISIETCSI, CKOpee BCEro, KOHCEPBAaTUBHBLIMU
OenKaMu-TpaHcrioprepamu, B yactHoctu, Ca>"/H*-
antunoprepamu cemeiictrea LETM (Leucine zipper,
EF hand-containing Transmembrane Protein), nume-
IOIIMMUA  MUTOXOHApPUAbHYIO JoKaau3amuio [11].
IMoka3zaHo, 4yTO IpU cosieBoM cTpecce obMeH Ca?t
MeXAy MUTOXOHApUSIMU U DP B pactenusx A. thali-
ana ObII cBsI3aH ¢ mHAyKuuennr AOXIa. Ilpu sTtom
H,0,-ctumynupyemsiii cuate3 TO WRKY15 ykasbi-
Basl Ha yyactue MPP B peakiiuu Ha 3TOT cTpecc, U
Ba>XHYIO POJIb B 3TOM urpaeT MHayKumss AOX1a [70].
MN3BecTHO, yTO DP moceutaeT cUrHaibl B SIIPO B IIPO-
ecce MHAYKIMKA peaKuuyu Ha MUCHOIAUHT OEIKOB
(UPR, Unfolded Protein Response), mpencraBisiio-
1LIETO BOJIIOLIMOHHO KOHCEPBAaTHMBHBINA TPaAaHCKPUII-
LUOHHBIA OTBET IJIsI COXpaHEHUs Tromeocraza P
IIpY HAKOIUICHUH HEIIPaBMUJILHO CIIOXXEHHBIX OEJIKOB.
UPR moxer yuactBoBath B Ca?*-omocpenoBaHHOM
nHAyKIun AOX1a, peryIvpyss aKTUBHOCTb KaJIblIve -
BO oMbl DP, 4TO CBUIETENBCTBYET O TECHOM CBSI-
3u mexay OP, smpom u MPP [70].

AHTeporpaaHasi peryJisiusa 3kcnpeccun reHos A0X.
TpaHcayKuMIO CUTHAJIA, BBI3BIBAIOIIETO 3KCITPECCUIO
AOX, o aHTeporpagHOMY ITyTH MOTYT 3allyCKaTh
AD®K wim npyrue cCUrHajbHbIE MOJIEKYJIbl BHYTPU-
KJIETOYHOTO TIPOMCXOXICHMSI, a TakKe BHEIIHUE
curHajibl pa3Hoit npupogsl [11—13]. Cuuraercs, 4yTo
9KCHpPECCUs SIAePHO-KOAUPYEMbIX T€HOB MHUTOXOH-
JIpUaJIbHBIX OEJIKOB B 3HAYMTEJIbHOM CTEIIEHU Mpe-
CTaBJISIET COOOI aHTEPOTPaaHBIM KOHTPOJIb (DYHKIINI
muToxoHApui [12]. YcmiaeHue sKcnpeccHMn TEHOB
MUTOXOHAPUATBHBIX 0€JIKOB OOHAPYXEHO MpHU Mpo-
pacTaHUU CEMSIH U MPU IIPOXOXKIACHUU IPYTUX BaxXK-
HBIX a3 pa3BUTHS pacTeHUS. DTO yKa3bIBaeT Ha CKO-
OPAVHUPOBAHHBIN XapakKTep 3KCIPECCUU TeHOB C
IpoLeccaMy pocTa U pa3BUTHS, a TAaKXKe Ha MX BO-
BJICYEHHOCTb B TOPMOHAJIBHBIN CUTHAJIWHI 1IEJIOCT-
Horo pacteHus [12].

Dkcnpeccust reHoB AO A. thaliana obHapyxeHa,
IJIaBHBIM 00pa3oM, B OpraHax ¢ IOTEHIIMAJIbHO BBI-
COKOI CKOpocThblo MeTabonuzMma [42]. YcuiieHHas
skcnpeccus AtAOX2 BoisiBieHa B ceMeHax, AtAOX1b —
B MOJIOABIX COLIBETHUSX; 3KcIIpeccust AtAOX1d pyHK-
LIMOHAJIbHO MPUYpOYEHa K MPOoILIecCy CTapeHUsl. DKC-
npeccus Bcex reHoB AtAOX 3aBucena Takxke oT (pa3bl
pocta u pa3putus [42]. IIpomoTop rerna At AOXIc co-

nepxut om3ko K CCT snements! caira Il [25], B3a-
umopeiicteytoniue ¢ T® cemeiictea TCP (Teosinte
branched 1 Cycloidea Proliferating cell factor) kiac-
ca Il — HeraTuBHBIX (paKTOPOB KJIIETOYHOIO JIEICHUS
[67]. TCP xitacca I cuuTarorcst TO3UTUBHBIMU PETY-
JIITOpaMM pocTa U npojmdepaunn KiieTok. OmHako
crieunpUIHOCTD ITOCIEA0BATEILHOCTU CaiiTa CBSI3bI-
BaHusg TCP obGoux Kj1acCcoB He SIBJISIETCSI aOCOIIOTHO
KOHCEPBAaTUBHOM, YTO OCTaBJISIET BO3MOXHOCTh KOH-
KypeHIINHU 3a canThl cBsI3biBaHMsI Mexxny TCP xknacca |
u I1. TCP yyacTByIOT B TpaHCOYKIIMM CUTHAJIOB TOPMO-
HaAJILHOTO ITPOUCXOXIECHUS U SIBIISIIOTCSI PEIOKC-UyB-
CTBUTEJILHBIMUA PETYJISITOPAMU  SIAEPHO-KOIUPYEMBIX
MUTOXOHAPUAIBHBIX OeIKOB KOMITOHeHTOB OTII,
HUTpasi BAXKHYIO pOJIb B MUTOXOHAPUAJIbHOM OMOTreHe -
3e [67].

Akcrpeccnss AOX He TOTBKO HAXOIUTCS IO TOPMO-
HaJIbHBIM KOHTPOJIEM PEryJISILMU, HO M CUTHaJIbHbIE
nyty aktuBauyuu AOX BOBJICUEHBI 1 TIEPECEKalOTCs C
CUTHAJIMHTOM TOPMOHOB. MyTaHTHI A. thaliana ¢ Hapy-
IIEHWEM IIOJIIPHOIO TpaHcHopTa aykKcuHa (raol/big,
rao4/pin-formed 1, raoS/multidrug-resistance 1/abcb 19)
MpOABIsLUIN ycuiieHue akcrpeccunt AOX1a [67]. UH-
JYKIIWS 9KCIIPECCUM PENOPTEPHOro reHa Jronudepasbl
CBETJISIUKa, KOHTPOJIMpyemMoro rmpomoropom AOXa,
MoJaB/IsUIach aHajJoraMM ayKCMHAa W YCWJIMBAajlach
OJIOKMpOBaHMEM TpaHcITopTa TopmMoHa. Kpome Toro,
aHTUMULIMH MHTMOUPOBAJI Iiepenadyy CUTHAJIOB ayK-
CHMHa W WHOyLIMpoBas 3Kcnpeccruio A0X1a, a obpa-
00TKa ayKCMHOM YaCTHMYHO CHUMaJja 3TOT 3(P(PeKT.
DTO CBUACTEIIBCTBYET 00 aHTAarOHMCTUYECKOI B3au-
MOCBSI3U MexXny MPP-CUrHaJiMHIoM M KUHETUKOM
KJIETOYHOTIO OTBeTa Ha ayKcuH. [TlokazaHo, 4TO OTBET
KJIETKU Ha ayKCUH MOXET ITOJIOKUTEIBHO PETryJIrpO-
BaThCsl MUTOXOHIpHanbHOU (pyHK1Meir yepe3 TCP.
CraenaHo IIpenriojioXkeHue, 4To Iiepegada CUrHajia
MUTOXOHAPHUAJIBHOTO CTpecca ¥ TPAaHCAYKIIVSI CUTHA-
JIOB ayKCHHAa PEryJIMpYIOTCS PELUIIPOKHO, YPaBHO-
BeIlIMBasi POCTOBYIO M CTPECCOBYIO peaklIMio opra-
Hu3Ma [67].

CBeT sBisSIeTCSI UICTOUHUKOM 3HEPIuU ISl BCeX
pacteHuii. BocrpusitTie cBETOBOro curHaja KJIETKOM
OCYIIIECTBIIsIETCS Yepe3 poToperienTophl ((GUTOXPOMBI,
(OTOTPOIMHBI, KPUTITOXPOMBI U Ap.) [71]. CurHaib-
HbIC aHTepOIpagHble KacKaabl, IPUBOMIIINE K NU3Me-
HEHMSIM DKCIIPECCUH PETYIUPYEMbIX CBETOM IeHOB, Ha-
YMHAIOTCS C aKTUBUPOBaHMS (HPOTOPELEIITOpa U €ro
MuUrpauuu B sapo (y ¢puroxpomoB). B sape akTuBu-
pOBaHHBIN doTopeuenTop B3anMmoneiicTryer ¢ E3-
YOUKBUTUH-TIUTa3HbIM KoMIiekcom COP1/SPAI,
BeicBoOOXmatomuM TA HY5, KoTophlit THULIUKPYET
TPAHCKPUIILIVIO LIEJEBBIX TeHOB. DUTOXPOMBI HETIO-
CPEICTBEHHO MOTYT B3aMMOACUCTBOBAaThH C (PUTO-
XPOM-MHAKTUBUPYIOIINMU (aKToOpaMU, HallpuMeEp,
PIF3, conmepxammmu nomeH cBsa3biBaHusg HHK,
CBOICTBEHHLII (paKTOpaM TpaHCKpunuuu. B TpaHc-
IYKIIUY BOCIIPUHMMAEMOTO (poTopelenTopaMu CBe-
TOBOTO CUTHaJIa MOTYT y4aCTBOBAaTh BTOPUYHBIE MEC-
ceHmxepbl — Ca?", cAMP, cGMP, G-6e1ku 1 npyrue
®U3UOJIOTUS PACTEHUN Ne 1
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KoMITOHEeHTBI. CuynTaeTrcs, 9Tto (putoxpoM A mUTpaer
KJIIOYEBYIO POJIb B IPOILIECCE AEITUOSLIUU U (HOTO-
MopdoreHe3a, 0COOCHHO B yCJIOBUSIX ClIab0ii ocBe-
IIEHHOCTH, a pUTOXpOM B — B peaKIIuy pacTeHU HA
MOBBIIIIEHHYIO OCBEILIEHHOCTh, XOTs 00a puroxpoma
BaxkHbI B TIpoliecce poToMopdoreHesa [71].

I[IpoGnema CBETOBOII peryisiiuM 3SKCIIPECCUM
AOX B HacTos11Iee BpeMsi MTHTEHCUBHO MCCIIEAYeTCS,
B TOM 4YHCJIe U B Hammx pabdorax [7, 32, 36, 44, 72].
Cunraercs, uto AO y4acTBYeT B OKMCIICHUM N30bITKA
HAJ®-H xjopoIutacTHOrO HPOUCXOXIEHUS, CIIO-
CcoOCTBYsI TeM caMbIiM “pasrpyske” xinOTL [73, 74].
IToxazaHo, 4YTO B CBETOBOI PETYJISIIMUA KCIIPECCUN
AOXIa A. thaliana MoryT yaacTBOBaTh (PUTOXPOMBEI A,
B, xpunroxpowmsl 1, 2 u pororponuns 1, 2 [31, 75].
IMomaraioT, 4To curHaj oT (OTOPELEIITOPOB 10 ATana
TpaHckputnu AOX TiepenaeTcs 110 N3BECTHBIM Me-
XaHU3MaM (OTOTPAHCAYKIIMU (OTOPETYIUPYEMBIX, B
MepBylo0 ouepenb, (POTOCUHTETUYECKUX TeHOB [76].
CseTo3aBUCHMEBIT xapakTtep mHIyKOUU AOXIa BBI-
SBJIEH B IUCThAX A. thaliana [36, 51, 75], Triticum aes-
tivum [32], AOX2a — cemsinonsx Glycine max [77],
AOXIc — nuctesix Oryza sativa [44].

Anamm3 nipomotopa AtAOXI1a nnuuoit 1000 1m.H.
Boille CCT BoisiBua 27 cBeto3aBucuMbix CARE, us
HUX 9 ObUIM CTPOTO MHAYLIMPYeMbIMU cBeTOoM [31]. B
npoMotope reHa AOXIa A. thaliana Taxxke HalineH
yacTto Bcrpeyvawliuiicss motuB G-box (CACGTG)
[78] u CARE 11 (ACGTG, —93 n.H. ot CCT), nepe-
KkpbiBaroiuiicsa ¢ G-box [26]. M3BecTHO, yTOo G-bOX —
9TO HNaJuHAPOMHBIN KoHcepBaTuBHBINN CARE mpo-
MOTOPOB OOJIBIIMHCTBA (POTOPEryIMPYEMBIX T€HOB,
SIBJISIETCSI CAaliTOM CBSI3bIBAHMSI TPAHCKPUIILIMOHHBIX
dakTopoB GBFs (G-box-Binding Factors) cemeii-
ctBa bZIP [79]. ®oTouHayIUPYEMbIIf TpPaHCIIOPT
GBFs (B yactHoctu, GBF-1) u3 nuromnia3Mel B SIpo
SIBJISIETCS BaXKHBIM BTAallOM TPaHCIYKLIMW CUTHAaja
Mexay ¢oTopeuenuueii U CBETO3aBUCHUMOII 3KC-
npeccueit reHoB. G-box TakKe HaiieH B IPOMOTOpE
AOXIa Triticum urartu (GenBank: KD149474.1, —221
n —340 m.H. or CCT), IUIUIOMIHOTO IIPapOIUTEIIS
rekcoayutorionna Triticum aestivum |[32]. AHanm3
MMEIOIIMNXCS TaHHBIX JaeT OCHOBaHME TIpeaIoaraThb
HaJIM4YKe MeXaHU3Ma, ITocpeacTBoM KoToporo AOX1a
(o xpaiineit Mepe, B A. thaliana n Triticum aestivum)
CBsi3aH C (POTOCHMHTETUYECKOU dyHKIMei. Takum
obOpa3om, uzydeHue npomoropa AtAOX 1a 103BOIIIO
BEISIBUTH cBeTomHmynnpyembele CARE, ympasisie-
MbIe TToKa Heu3BecTHBIMU T®, a Takke ajieMeHT 11,
BO3MOXHO OTBedamInuii 3a cBsi3b AOX ¢ (poTocuH-
te3oM. Pois pasaeix CAREs B mpomoTope AOXIa n
pacnosHaromux ux TP B (oTo3aBUCUMOIN peTysi-
mumn akcrnpeccun AOXIa octaeTcs HMpeaMETOM MC-
cJIeDOBaHUMA.

Ha ocHoBe ycpemHEHHBIX BEJIWYUH 3KCIPEeCCUU
T€HOB B IpOLIecce 3eJ€HEHUs] OTHOCUTEILHO BEJIU-
YUH 3KCIPECCUM FeHOB B 3TUOJMPOBAHHOM JIUCTE
MNIIEeHWIBI, HAMU MpemIokeHa cxeMa MHIyKIum AOX
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¥ TEHOB APYTUX IbIXaTeJIbHBIX KOMIIOHEHTOB 3HEPTO-
nuccunupytommx cucteM DT B mpoliecce 3eyeHe-
HUS JIUCTa NieHuusl [7]. “BHemrHue” u “BHYTpeH-
Hue” anbrepHaTuBHBIE (HA(®)-H-mernmporeHassl
Y4aCTBYIOT B TPAHCIIOPTE 3JIEKTPOHOB K YOUXUHOHY B
obxon komruiekca I. K cucremam, paccerBaromnum
TIPOTOHHBIN TPaINEHT, 00pa3yeMEBIil B XOIIe peaKIInit
B OTL, otHocsaTcs pazo6uiawinue oenku (UCP),
nmonooHsle UCP xuBoTHbIX. CBeT Mo (UTOXPOM-
OMNOCPEIOBAHHOMY IIyTU WHAYLUPYET 3KCIIPECCUIO
AOXIa, 3aTeM BoBiieueHre AO B apixaHue. B miepuon,
OBICTPOrO pa3BUTHUS TUJIAKOUIHOI CHUCTEMBI 3TO
CIIOCOOCTBOBAJIO CMHTE3aM de novo W IpeaoTBpaille-
HUIO OKUCIUTEIBbHOTO cTpecca [32]. IMocie 6 4 3eme-
HeHMs cHikeHre All M3MeHsI10 peoKC-COCTOSTHIE
AT n dopmupoBaio pemoKc-CUTHAI, Iepenaro-
LIMICS OT MUTOXOHIPUH K SIIPY MO PETPOrPATHOMY
IyTH, YTO THUIITMUPOBAJIO SKCIIPECCUIO T€HOB APYTUX
IBIXaTeIbHBIX He(OCHOPMINPYIOLINX MyTeiA U aHTU-
OKCHUJIQaHTHBIX (DEPMEHTOB, YUYaCTBYIOIIMX B IOAAEP-
KaHUU pemoKc-0anaHca kKiueTku. [lociie 24 4 curHa-
JIBI M3 3penbix xJtoporuracToB [80] mocTyrmamu B Sapo,
PEryIUpysl SKCIIPECCHUIO COOTBETCTBYIOIINX I'eHOB [32].
Bo3MoxHO, 3TO ObUIM OMOr€HHbIE CUTHAJBI, IJIaB-
HBIM y4JacTHHUKOM KoTopbIx sBisgercss GUNI1 (Ge-
nome UNcopledl) — nokaqn3oBaHHBINA B XJIOPOIIIa-
cTax OeJI0K, YYaCTBYIOIINIT B TOMEOCTa3€e TUIACTUIHBIX
oenkoB. Ilpemmonaraercst, yto GUNI1 reHepupyer u
repenaeT HEM3BECTHBIM CUTHAJ, aKTUBUpyoluii Td
ABI4, kotopblii gajee GJIOKUPYET SKCIPECCUIO siAep-
HBIX (poTOCMHTETMYeCKUX reHoB [81, 82]. Cunuraercs,
yro GUNI1 wuHTEerpuMpyeT MHOTI'OYHCJIEHHBIC IIjIa-
CTUIHBIC CUTHAJIBI, CBSI3aHHBIC C COCTOSIHUEM TeTpa-
nuppooB, x1OTL 1, B 11e10M, peIOKC-COCTOSTHUEM
wractuna. Yyactue GUN1/ABI4-curHaabHOro myTu
B peryJsiium akcnpeccun AOXIa v Apyrux “mbixa-
TeJILHBIX T€HOB B IIpPOliecCe CTAaHOBICHUS (POTOCUH-
TEeTUYECKOro armnapaTa — abCOJIIOTHO He M3yYeHHBII
BOIIPOC.

I1pu sTOM He UckiIOYeHa u poab MPP-3aBucu-
Moro myty nHayKInuu AOX 1a B mponiecce 3eJIeHeHUS,
B YaCTHOCTH, Yyepe3 U3MEHEHMUE COAep>KaHUsI opra-
Hnyeckux kuciaoT LITK [7]. Hamu oOHapyXeHO ycH-
JIECHUE ObIXaHUS MUTOXOHAPUNA M ITOTCHUMWAIbHOM
aktuBHOCTHU All B IpHCYTCTBUY MajiaTa B IIepBhIC 6 4
JIEe3TUOSIUM, 4YTO MOIJIO CBHMACTEILCTBOBATH HE
TONBKO 00 MHTeHCHU(UKAINKU (PYHKIMOHUPOBAHUS
komruiekca [ OTII B aTOT niepuon, HO 1 YBEJIUYEHUN
akKTMBHOCTU ManataeruaporeHassl LITK [7]. U3-
BectHO, yTo LITK Ha cBety mpomomkaeT (PyHKIIMO-
HUpPOBAThb C HEKOTOPhIMM Moaudukauusamu [83].
IToxazaHo, YTO M3MEHEHUSI B COOEepXKaHUU OPTraHMU-
yeckux kucjotr LUTK (murpara, manara, 2-okcoriya-
TapaTta) BJIMSIOT Ha 3Kcrpeccuio reHoB AO [68]. B
YacTHOCTU, B curHanuHre AtAOX1a ipu MHIMOMpPOBa-
Hum LITK moxer 6b1Th (Kak 1 B ADK -3aBrCMOM ITy-
™M) 3aneiictBoBaH M PP-ydacTok mpomoTtopa reHa. Co-
o6uanock o poii WRKY B otBete AtAOXla Ha M®DA,
Kotopblii mAHTNONpyeT akoHnTasy LITK u mpuBomur
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K HakoruieHnIo nutpata [28]. OTMeTnM Tak:Ke, 4TO
yuactue ADPK-3aBucumoro MPP-1iytu curHaiauHra
AOXIa ipy 3eIeHEHUM JIMCTA MIICHUIIEI MEHEE Ode-
BUIHO. M3BECTHO, YTO 3TUOIMPOBAHHBIE KJIETKU
3allUIIeHBl OT 4Ype3MepHoro obpasoBaHuss ADK
¢dyHKUIMOHUpOBaHUEeM cBeTo3aBrucumoin HAID -H-
nporoxiaopodmumnokcunopenykrassl (LPOR); 06-
pasyeMble TpOHHBIE KOMILJIEKCHl XJIOPOMULINI-
LPOR-HA®-H gBastioTCs MOIIHBIMU TaCUTEISIMU
sHeprum [84]. B HarreM nccnemoBaHny o0pa3oBaHue
ADK B TUCTBSIX MILIEHULIBI JaXKe CHMXKAJI0Ch Ha paH-
HUX CTaausix OMoreHe3a xJioporacTtos [32].

IMomyyeHHble HAMM JAaHHBIE TO3BOJWIN 3aKJIIO-
YUTh, YTO aJIbTEPHATUBHEINA ITyTh AbIxaHus 4yepe3 AO
JIeHCTBYeT KaK MOIYJIITOP MUTOXOHIPUAIIBHON (DYHK-
LIM1 BO BPEMSI JI€3TUOJISILIAU U TIPEATIOIOXUTH posib AQ
B KOOpAWHALIMM BOBJICYCHUS APYTUX IbIXaTeJIbHBIX
Hedochopummpywommx nyreit (HP®IT) st yennenus
CTpecc-0TBeTa U cTpecc-curHana. Maest o poiu AO B
KOOpIVHAIINY BOBJIEYCHUS IPYTUX AbIXaTeIbHBIX ITy-
TeiA M KJIETOUHBIX 3alllUTHBIX CUCTEM BBICKa3aHa U
npyrumu aBropamu |1, 60]. MccnenoBanus ¢ AOXIa-
MyTaHTaMu A. thaliana NMoKa3bIBalOT, YTO Ae(MUIIAT
(pKcrpeccuu reHa win Kojmdectna 6enka) AO, B OT-
Jnyre oT KoMnoHeHToB npyrux H®II, BeI3biBaI MO-
InduKaLuno npoduiieil 3KCIpecCu MHOTUX T€HOB
U 1esioro TpaHckpunroma [1, 11, 36, 85]. CyiecTBy-
10T TaKXe JaHHbIE, KOTopbie moarBepxaaT AO0X1a-
3aBUCUMYIO 3KCIIpeccHio reHoB apyrux H®PIT [51,
56], HO TIOKa3BLIBAIOT OTCYTCTBUE 3aBUCUMOCTU
AOXIa ot »tux reHoB [86]. Pacrenus A. thaliana c
OOHOBpPEMEHHOM cBepxakcipeccueiit AOXIau NDB2
JIETKO IIePEHOCHJIM BO3ACUCTBUE 3aCyXW U BBICOKOM
OCBCIIIEHHOCTHY, KaK U PacTeHUSI CO CBEPXIKCIIpec-
cHell TONBKO omHOTO reHa — AOXIa, B oTIM4ME OT
pacTeHmii co cBepxakcnpeccueit NDB2[87]. [Ipomo-
TOpbl 6onblIMHCTBA TeHOB HDII A. thaliana nmeror
obmue ¢ AOXIa crpecc-uyBcTtBuTenbHble CARESs
[26, 35, 36]. OgHako HaJIMYMeE M KOJIMYECTBO OOIINX
MOTUBOB B IIPOMOTOpaxX He BCeraa KOppeaupoBaio C
SKCIIPECCHUEll TeHOB, YTO YKa3bIBaeT JIMIIIb Ha OTCH-
aJIbHYIO0 CIIOCOOHOCTh T€HOB B3aMMOJEIICTBOBATh
Ha TpaHCKPUIILIMOHHOM ypoBHe [35, 36, 51].

XoponmiacT-3aBUCHMMbIe CUTHAJIbHbIE MYTH 3KC-
npeccun AOX. X10poIiacTel U MUTOXOHAPUU TECHO
CBSI3aHbI HE TOJIbKO METabOJIMYECKMMU peaKkIsiMU,
HO Y B3aUMOJEUCTBUSIMU HA yPOBHE PETPOTPAIHBIX U
aHTeporpagHbix curHaioB [1, 13, 30]. Dta B3aumo-
CBSI3b ITO3BOJISIET U30€XKaTh OKMCIUTEIBHOTO CTpecca
B XJIOpOTLJIacTax U, B LIEJIOM, B (DOTOCUHTE3UPYIOLIEH
kietke. Cyuraercsi, 4To AO COBMECTHO C APYyTUMU
koMnoHeHTamu DTLI yyacTByeT B OKUCIIEHUN N30BITKA
BOCCTaHOBUTEJIEN, TPAHCIIOPTUPYEMBIX MOCPEICTBOM
Pa3HBIX YETHOYHBIX MEXaHW3MOB M3 XJIOPOILUIACTOB B
mutoxoHapun [73, 74]. ADK, penokc-craTyc KOMIIO-
HeHToB OTILl (m1aBHBIM 00pa3oM, ILIACTOXMHOHOB
(PQ)), penokc-akKTUBHBIE MOJIEKYJIbI CTPOMBI TIJTACTU/T
(TMOpPEeIOKCHH, TIyTaTUOH), a TakKXkKe WHTepMeauaThbl
OMOCHHTE3a TETPANMPPOJIOB BBIMOIHSIOT POJIb CUT-

HAaJIbHBIX MOJIEKYJT INIACTUIHBIX PETPOTPAIHBIX ITyTEH,
KOHTPOJIMPYIOIINX 3KCIIPECCUIO LEJIEeBbIX SIIePHBIX
TCHOB, B TOM YHCJIe KOMIIOHEHTOB MUTOXOHIPHAJIb-
Horo naprxanus [81, 82, 88].

Oxkcnpeccuss AOX TecHO CBsI3aHa CO CTaTyCOM
XJIOpOIJIacTOB. B 3ejeHeronux npu moBBILIEHHOM
ocsewieHnu (500 Mmxmonb/(M 2 ¢)) nmuctesax A. thali-
ana ¢ HokayToM AOXIa (aoxla) n pacTeHUIl TUKOIO
9KOTHIIA, OO0padOTaHHBIX CATULIITUIPOKCAMOBOM
KHUCJIOTOM, mHruoutopoM AOX, yMEHBIIEHUE COOT-
Homenns HAJID"/HAID-H conpoBoxaanoch CHU-
XeHreM 3(p(peKTUBHOCTU UMITOPTA IUIACTUIHOTO OeII-
ka [89]. Cepxakcnpeccusd AOXIa, HAPOTUB, UHAY-
LIMpoOBajia HaKOIUIEHWEe XJopodwlia U YycuauBaja
UMMOOPT ractuaHoro o6enka. [Tyn youxuHona (UQ)
u PQ B aoxla myTaHTax yxXe IIpU YMEPEHHOM OCBE-
meHnu (350 MkMoib/ (M2 ¢)) UMes 60J1e€ BOCCTAHOB-
JeHHbIid cratyc [90], a BeanumHa MaKCHUMAaIbHOTO
KBaHTOBOTO BbIxona dotocucremsl 11 (F,/F,) — 60-
Jiee HU3KME 3HAYCHUS, YeM Y PAaCTCHUI JUKOTO TUIIA
[91]. Ha myranTax Nicotiana tabacum L. ¢ pa3HbIM
ypoBHeM 3kcnpeccun AOX1a noka3aHo, YTO aKKJIMMa-
TH3alIMsI pACTEHUI B YCIIOBUSIX IOBBILIIEHHOTO OCBEIIIE-
HUYS M 3aCyXu ObLIa HaIlpaBjieHAa Ha M30eXKaHUe Iepe-
BOCCTaHOBJIEHMS nyjia PQ 1myTeM CHMZKEHUS KOJiM4ue-
cTBa 6eJiKa cBeTocobupartoiiero komruiekca I LHCB2
n yBemmdeHus: KoiamdectBa AO [92]. ABTopsl mpenmno-
JIOXKWIM, 4TO ucxomsaiuit u3 xaOTL curHan peryau-
POBaJI KOJIMYECTBO 000X OEJIKOB, CIIOCOOCTBYSI IO -
JIepKaHMIO DHEPreTUIECKOTo OajJaHca XJI0POILJIaCTOB
npu ctpecce. IlonyyeHHbIe JaHHBIC MOATBEPXKIAIOT,
YTO peIOKC-CUTHAJI, BeIYIINil K ObICTPO MHAYKIINU
skcripeccun AOX, HaTpaBJieH HEITOCPEICTBEHHO M3
XJIOPOILJIACTOB, a PEIOKC-CEHCOPOM SIBJISIETCSI YpO-
BEHb BOCCTaHOBJIEeHHOCTH Tiysia PQ [1, 88].

CoBpeMeHHbIC TaHHbIE TO3BOJISIIOT I0JIaraTh, YTO
MUTOXOHAPUAJIbHBIE PETPOrPaTHbIE CUTHAJIBHBIE ITy-
TH CBSI3aHBI C CEThIO TPAHCAYKILIMU KJIETOUHBIX CHUT-
HAJIOB U CIIOCOOHBI MHTETPUPOBATh MH(MOOPMAIINIO U3
HECKOJIbKMX HMCTOYHMKOB, BKJIIOUAsI XJIOPOILIACT, a
AO sBrsieTcsl aKTUBHBIM YYaCTHUKOM B TOIepXKa-
HUU KJIETOYHOTO CUTHAJIMHTA 1 B3aMOCBSI3U XJIOPO-
1acToB 1 MutoxoHapuii. KimroueBbie T® peryagium
skcrnpeccun AtAOX1a (ABI4, ANACO013, ANACO017,
WRKY40, WRKY63) sIBASIIOTCS KOMITOHEHTAMM ITJ1a-
CTMIHOTO peTporpamHoro curHammara [12, 34, 82].
Caepxakcnpeccust ANACO17 yBenuuuBaja KCIpec-
cuto AOX, HO cHIZXana SKCIPECCUIO TeHOB, KOIUPY-
foImx 6eJIK1 xyoporutacToB, Bkirodass LHCB [34]. B
TEMHOTE MUTOXOHIpUaAJbHbIC AUCHYHKUUU B JIU-
cThsIX Nicotiana tabacum L., BBI3BaHHbBIE OeiiCTBUEM
pa3HBIX MHIUMOUTOPOB, YCHJIMBAIU 3KCIIPECCUIO
MDS-reHos, Bkiitouast reHbl AOX1 [93]. OgHako Ha
CcBeTy aKcrpeccust reHoB AOXI npu neiiCTBUM aHTU-
MUIIMHA CHIKAlIach, B OTJIMYME OT MUKCOTHA30J1a, B
MPUCYTCTBUU KOTOPOTO 3KCIPECCHUsl TEHOB OCTaBa-
JIach ITOBBIIIIEHHON. AHTUMMIIMH, KaK 1 MUKCOTHA-
30JI, sBasgeTcsd mHrnonTOopoM Komrrekca 111 OTII,
®U3UOJIOTUS PACTEHUN Ne 1
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HO OJHOBPEMEHHO M WHTUMOUTOPOM (heppenoKCUuH-
XWHOH-PEIYKTa3bl, y4acTBYIOIICH B MepeHoce dJIeK-
TpoHOB OT akuentopHoro ydyactka ®C I x PQ npu
LIMKJIMYeCKOM TpaHchopTe 351eKTpoHoB (LITD) B DC 1
xn1OTL. ITomaraioT, 4To OorpaHMYEHUE C aKIIEIITOP-
Hoii ctopoHbl LITD B @C I siBiIsieTCSI UICTOYHUKOM pe-
TPOrpaJHbIX CUTHAJIOB U3 xJjioporuiactoB. [Ipu 3Tom
MUKcoTraszon yeeanmyuBaia NPQ, a aHTUMULIMH —
CHUXaJl BEJUYUHY 3Toro KoadduuueHTta [93]. Ta-
KM o0pa3oM, CHIXeHue 3Kcrpeccun AOXI nipm
NeUCTBUM aHTUMMIIMHA HA CBETY ObLJIO PEe3yJbTaTOM
B3aMMOIEUCTBUSI CUTHAJIOB, HUCXOASIINX U3 O0eux
opraHesu1. [1pu 5TOM B pacTeHUsIX CO CBEPXIKCITPEC-
cueit AOX Ia narnouposanue LITD npu neficrBum aH-
TUMUILIMHA HEe BJIUSUIO Ha 3KcIpeccuto apyrux MDS-
TeHOB Ha cBeTy. JIpyruMu cioBaMM, peIoKC-COCTOSTHIE
XJIopoIulacTa IeMCTBUTENBHO BIIUSET HA 3KCIIPECCUIO
AOX u npyrux MDS-TeHOB, HO MUTOXOHIpUaJbHas
IuchyHKIUS, COMPOBOXIAIONIASACS HapylleHUeM
MOTOKA BJIEKTPOHOB K KHUCJIOPOMY, SIBJISIETCS MIEPBUY-
HBbIM YCJIOBMEM WHIYKIIMU 3KCIIpecCUu reHoB. B 1ie-
JIOM, WHTErpaius CUTHAJIOB SBJSIETCS OIHUM U3
CpENCTB KOOPAMHAIIUM META00IUYECKUX B3auMOIei-
CTBUi1 MEXy OpraHeJlJlaMU, ONpeaessioIIMU SHEP-
reTuueckuii cratyc kjeTtku. KiioueBbIM CUTHAJIOM
3TOIl MHTErpaluu, ckopee Bcero, sBisgiorcs ADK,
reHepupyeMble oderMmu opraHeiamu [1, 13].

[Ipenmomaraercst, 4to B (DOTOCHMHTE3UPYIONIEit
KJIETKE, 0COOEHHO B YCJIOBUSIX BBICOKOI OCBEIIIEHHO-
cTu, nepeBocctaHoBieHUEe mysa UQ MoXeT ObITh
TaK:Ke Pe3yJIbTaTOM yBEeIMUEeHUS (POTOIBIXaTEILHOTO
HAJI-H, u MmoxXeT IIipuBeCcTH K YCUIJIEHUIO 00pa3oBa-
Hust ADK 1, coorBeTcTBeHHO, OTKphITHs PTP ¢ mmoce-
mytoreid mHaykimeit AOX [66, 88]. dorocuHTeTHYE-
CKasl aKTMBHOCTb BBI3BIBACT M3MEHEHHE COACPXKaHMS
OCHOBHBIX YIJIEPOIHBIX METabOUTOB (CaxapoB, aMU-
HokucnoT, narepmenuarToB 1ITK), BoccranoBuTelb-
HOro IIOTeHIIMaja MUPUANHHYKIEOTUIOB U THUOJIO-
BbIX rpynmn O6enkoB. Bce 3To0, mMpeamnoaoXuTeNbHO,
MOXKET BJIMSATH Ha 9KCIIPECCHUIO T€HOB U aKTUBHOCTh
MUTOXOHIPHAIBHBEIX OCIKOB, B TOM uywnciic Ha AO
[88]. IToka3zaHO, YTO CYTOUHbIE U3MEHEHUSI YPOBHS
caxapoB (CHIDKEHUE — K KOHILy HOYM, YBEIMUYCHUE —
K CEpeIrHe ITHS), COMPOBOXIAIOIINECST U3MEHEHMUSI -
MU YPOBHSI pa3InYHbIX TOPMOHOB (ayKCHUHA U LIUTO-
KMHMHA — K KoH11y Houn, ABK — K cepenuHe nHs),
KOHTPOJIUPYIOT IKCIIPECCUI0O MHOIMX I'€HOB, BKJIIO-
yag nepeHocuukoB OTILI [76]. Dro mpenmosiaraer
TOPMOH-3aBUCUMYIO IIPUPOAY TPAHCAYKIIMKA CUTHA-
JIOB, PETYJIUPYIOLIMX SKCIPECCUIO TEeHOB B TeUYEHUE
CcyTOK. Bo3aMOXHO, 3TOT MexaHU3M (PyHKIIOHUPYET
U B CBETOBOM peryisiiuu 3kcrnpeccun AOX, yauThi-
Bas1, 9To IIpoMoTop reHa AtAOX 1a conep>XUT MOTUBEI
ABRE [26]. BeIsgBI€HO, YTO aKTUBHOCTD IIUTOXPOM-
HOTO Y aJIbTepHATUBHOTO ITyTH in Vivo B ABOMHBIX cyic
(cytc 1b2a i cyt c1b2b) myTtanTax A. thaliana 3aBucena
OT yCJIOBUIA (hoTOoNEeproaa, Oonpeaeisonero GyHk-
LHUOHMpPOBaHUE M cocTaB wuHTepMeauatoB IITK,
aMMHOKMCJIOT U APYTruxX MeTadbonutoB [94]. U3meHe-
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HHUS B MeTabosoMe “CUTHaIM3MpPOBaIN” O CTpecce,
y4acTBYsI B 3allyCKe peaklMii M0 IMyTU U3MEHEHUS
IIEPBUYHOTO MeTaboIM3Ma TSI afanTalluy K pa3Ho-
My poTonepuoay. B yacTHOCTH, B yCIOBUSIX IIMHHO-
ro IHS cyfc UMEIU TIOBBIIIEHHYI0 KOHIIEHTPAILIUIO
raMma-amuHomacsisiHoi kuciaoTel (FTAMK) 1 akTuB-
Hocth AO. TAMK MoxeT neiicTBOBaTh B KaYeCTBE
BHYTPEHHEIO CTPECC-CUTHAJIa B PACTEHUSIX, U3MEHSIS
aKTUBHOCTbh MOHHEBIX TpaHCIIOpTepoB. [loMuMo Me-
mmatopHoro »ddekra, AMK HemocpeacTBeHHO
y4acTBYyeT B MeTaboJiu3Me, IpeBpalllasich B SIHTap-
HYIO KHCJIOTY (CYKILIMHAT) C IIOCISAYIONIUM BKIIIOUE-
areM B LITK. Tak HaseiBaeMsbrit TAMK-1ryHT 06ec-
MeYMBaeT ajbTePHATUBHYIO IMOCTAaBKYy YIJIEpoja B
LUTK B Buae cykuuHaTa B 00x0n CyKUMHWI-KOA-
CHUHTETa3bl U CHIXXAET BO3MOXHOCTh HUKIMYSCKOM
pa6otsl LITK, a BoBieyeHue AO mo3BOJISIET MOAACP-
XuBaTh pegokc-craryc OTL npu auchyHKIUM Oc-
HOBHOTO LIUTOXpoMHOro nytu. [lomaraior, 4To IuTO-
XpOM ¢ Kak KiatoueBoii KomrmoHeHT LIIT urpaer Bax-
HYIO pPOJIb B IpOLIeccax pocTa M pa3BUTUSL PACTCHUIA.
MyTaHTHI cytc UM HU3KUIA YpOBEHb TH00Epe/UIMHOB
U XapaKTepU30BAJIMCh TMOBBIIIEHHBIM COAEPXXaHUEM
oenkoB DELLA — pernpeccopoB TudGOGEpEIMHOBOTO
curHanuHTa. [TosTtoMy MeTadommyeckast cBsi3b TAMK -
myHTa 1 aktuBauu AO, ckopee BCero, Takxke MHTe-
rPUPOBaHa B CETh TOPMOHAJILHOI'O CUTHAJIMHTA [94].

BEJIOK AO 1 ITOCTTPAHCIIALIMOHHAA
PEI'YJIALUMA ETO AKTUBHOCTU

[IposiBreHMeM dKCIpecCcur reHa SIBJIsIeTCsS TpaH-
ckpunuus nuandopmaiu ¢ IHK na MPHK ¢ mocie-
IYIOLICH TpaHCISLUEH B IIOCJIEAOBAaTEIBHOCTh OCI-
KOBOII MOJEKYJbl. AJIbTepHAaTUBHAs OKcHIa3a
(EC. 1.10.3.11) — yOMXUHOJ: KUCJIOPOI-OKCUIOpEe-
JIyKTaza — OeJIoK-TomoguMep (Macca OOHOIO ITOJIM-
nentuaa okoiio 32 xJla). benok 3akperuieH B OMTHOM
cJIoe BHYTPEHHEN MUTOXOHAPHUAIBHOI MeMOpaHHBI C
MaTPUKCHOI CTOPOHBI OOJbIION THApOoGOOHOI Ya-
CThIO, 0Opa3zoBaHHOM crimpansamu [95]. AO conepXuT
CBSI3aHHBI THUAPOKCO-MOCTUKAMU OBYXbSIACPHBIA
LICHTP 13 ABYX aTOMOB XeJjie3a CMEIIaHHOI BaJeHT-
"Hoctu (Fe(I1l)/Fe(111)). Kaxnprit 13 XKene3HbIX LIEH-
TPOB HAXOAMUTCSI B Mpeneiax 4eTblpeX-CHUpabHOK
CBSI3KM MOHOMEpa, KOHCEPBAaTUBEH IS BCEX M30-
dopm AO U IBJISIETCSI aKTUBHBIM CaliTOM BOCCTAHOBJIC-
HUS KMcJiopoa 10 Boabl. JlomeHbl N-KOHIIOB MOHOME-
poB AO B3aMMOIEICTBYIOT KOBaJICHTHOM AUCYIb(MUI-
HOII CBSI3BIO IIyTeM OOpa30BaHUSI MOCTHKA MEXIY
ocTaTKaMy 1LIMCTEWHA, YTO U SIBJISIETCSI OCHOBHBIM B
¢dbopMHpOBaHUM CTPYKTYPHI AuMepa [95].

AO cuHTE3upyeTcs Ha IIMTOpHMOOCOMax B BUIE
Oenka-mpeniiecTBeHHUKAa C COOTBETCTBYMOIEil Ha
N-KOHIIe CUTHAJIBHOI IOCIeI0BaTEILHOCTRIO (TIpe-
cukBeHCOM) [96]. UmriopT Oelka-npeaiecTBe HHUKA
AO B MUTOXOHAPUU MPOMCXOOUT Yepe3 creluduyie-
CKHe OEJIKOBBIC ITOPBI-TPAHCIOKATOPHI IIPY Y4aCTUU
mariepoHoB. Tlocne BxoxkneHMsT OeKa-IpenIIecTBeH-
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HUKa B MUTOXOHIIPUIO MTPECUKBEHC YIASIETCS aCCOLIU-
MpoBaHHOU c KomiwiekcoM III mMuTOXOHApPHMATHHOM
MenTuaa3oi npoueccuHra [96].

BoccranoBnenune nucynbOUIHONM CBSI3U B CYIb(d-
TUAPUIBHYIO PUBOIUT K aKTUBaMU AO. AKTUBHOCTh
AO in vitro (B 130 IMpOBAaHHBIX MUTOXOHIIPHSIX) 3aBU-
CUT OT PEIOKC COCTOSTHUS (hbepMeHTa, HaJIU4Ms CyO-
crpata (ypoBHsI BoccTaHOBJIEHHOCTH UQ), KITIOUEBBIX
MeTa0O0JUTOB (O-KETOKKMCIIOT), a TAKXKE OINpeesieTcs
KOJIMYECTBOM CUHTE3UMPOBAHHOTO Oenka. MexaHus-
Mbl akTuBauuu AQ in vifro U3ydeHbl HOCTATOYHO
nonHo [3—5]. Cucrema tuopenokcuHa (Trx) oTBeT-
CTBEHHa 3a BoccTaHoBlIeHHe O0enka AQ, B CBOIO ode-
pelb, OHAa 3aBUCHUT OT OKHCJIMTEIbHO-BOCCTAHOBHU-
tenbHOro coctostHust mmyiaa HAJI(®D)-H. Benok Trx,
UMEIOLINNA JUCYTb(MUIHYIO CBSI3b, UCTHONB3YET IS
CBOEro BOCCTAHOBJICHUS 3JIEKTPOHBI U MTPOTOHBI OT
HAJI(®)-H, BoccranasmuBas AQO. Ilpu sTtoM pe-
nokc-coctostHue nyjia HAJI(®)-H 3aBucut ot yHK-
unoHuposanusa HAJD*-3aBucumoii usouurpartie-
ruaporeHassl [5].

AXTHMBHOCTB BOCCTaHOBJIEHHOU (popMbI AO ocTa-
€TCS HU3KOM M MOBBIIIAETCS B YCIOBUSIX BBICOKOM
BoccTaHoBJIeHHOCTH UQ M/MiIn B IpUCYTCTBUU Op-
raHMYeCKNX KHUCIOT. OCHOBHBIMU METa0OIUTaAMU,
aKTUBUPYIOIIMMHU BOCCTAHOBJICHHBIN nuMep AO, IB-
JISTIOTCST O(-KETOKMCJIOTHI — IMpYyBaT U DIMOKCHJIAT.
[NosmaraioT, 4T0 B3aMMOAECTBHE OCTATKOB IIMCTEMHA
C O(-KETOKMCJIOTOM IPUBOIUT K 0Opa30BaHUIO THO-
noJjiyalieTalsl — IMOJHOCTbIO aKTUBUPOBAHHOI op-
MeI AO [5].

B 3aBucuMoctu ot Komupytommx AO reHoB, Cy-
IIECTBYIOT U pa3Hble 130 opmbl AO. bonbmmHCTBO
130(opM UMEIOT JIBa OCTAaTKa IIUCTEUHA, HO €CTh MC-
kmoueHust. M3odopmbl AOX1A u AOX1B A. thaliana
u n3odopMbl AO HEKOTOPBIX BUIOB, HAIIPUMED, TOMa-
Ta U JIOTOCA, UMEIOT TPETHI OCTAaTOK LIMCTEMHA OKO-
JIO KaTaJUTUYECKOTO LIEHTpa, COIepxKallero aTtom
Xejesa [5]. AHaau3 IIOCTTPAHCISIIIMOHHOM aKTHUBA-
uuu AO BBISIBUII crieOU(PUIHOCTL M30PopM Oenka
MO0 OTHOIIIEHMIO K MeTabonuTaMm-akTuBaropam AQO.
AOXI1A OoJiee 4yBCTBUTEJbHA K O-KETOKUCIOTaM,
yeM AOX1C u AOX1D [97]. Kucnorer HTK Takske
akTuBUpyoT AO B n3odopm-crienruduyeckoit Ma-
Hepe. AOXI1A ctumynupyercs OA MM 2-0KCOrnyTa-
parom (2-OI'), AOX1D — Ttonbko 2-OT, a AOX1C
HeuyBCcTBUTeNIbHA K wuHTepMmenuaram LITK. Ilpu
3TOM He Bce u3odopmbl AO B MO3UILIMU IIEPBOTO
ocTaTKa IMCTEMHA CcolepXaT BTy aMWUHOKMCIIOTY.
N3odpopmbl AOX1B tomara, noroca, puca u AOX3
NCS-MyTaHTOB KYKypy3bl B 3TOi MO3ULIMU COAEP-
2KaT CEpUH U HEYYBCTBUTEIbHBI K Ol-KETOKUCIIOTaM,
HO aKTUBUPYIOTCS CYKLIMHATOM 4epe3 00pa3oBaHUE
acdupHoit cBs3u [59, 97]. Uzodpopmbl AOX2 meHee
M3Yy4YEHbI B OTHOIIEHWU UX aKTUBallUU MeTaboiuTa-
MU, OJHAKO MUMeEIOIIMecs B JIUTepaType JaHHbBIE MO-
Ka3bIBalOT, YTO OCHOBHBIM akTUBaTopoM AOX2 sB-
JIsIeTcs mupyBar [5].

VYpoBens akcnipeccnn reHoB AO He Bcerzma cooT-
BETCTBYEeT KoJimuyecTBy Oeinka AQ, a mocienHee —
CITOCOOHOCTM WJIM aKTUBHOCTU epMeHTa in vivo
(JloroHUTENIbHBIE MaTepualibl, Tabnuna 1, [6]). bo-
Jiee Toro, akTuBHOCTh AO in vivo 4acTo HUXKE, YeM
€ro CnoCOOHOCThD (I MaKCUMajIbHasl aKTUBHOCTD),
YTO CBSI3aHO C OTPaHUYECHUEM JOCTYITHOCTH CyOCTpa-
Ta, AJUIOCTEPUUYECKUX aKTUBATOPOB (O-KETOKMCJIOT),
JIPYTUMM MeXaHU3MaMHU ITOCTTPAHCIISILIMOHHOI aKTH-
Barmu (pepmenTa [6]. AktuBHoCTb All in vivo (v,,) MO-

KeT OBbITh UCCIIEA0BaHA METOIOM U30TomHoIi (10 /1°0)
JuckpuMuHaunu [6]. CriocoGHOCTh M MaKCUMAJTb-
Hasg akTUBHOCTb AO (V,,) onpenensiercss MeTOAOM
cnelUUYECKNX WHIMOUTOPOB, KOTOPBIA IIMPOKO
KCIIONIb3YETCSl B HacTosiiee Bpems [3, 6]. MUHru6uro-
paMu AQO SBISIOTCSI TUAPOKCAMOBBIE KHUCIOTBHI U
n-nponwirauiat. Benuuuny V,;, nomyyaror no crene-
HU YyBCTBUTEIbHOCTH IObIXaHUs K MHIuouropy AO u
WHTUOUTOPY LUTOXpoMOKcuaasbl — muanuaa (CN7)
3a BBIYETOM OCTAaTOYHOTO AbIXaHUS (B IPUCYTCTBUU
00oux MHTMOMTOPOB). ONTUMAaTbHBIE KOHLIEHTPALIUMU
MHTIOMTOPOB MOIYYaloT IIyTeM TUTPOBaHMs oOpasiia
BO3PaCTAIONIMMU KOHIIEHTPAIUSIMUA MHTMOUTOPOB 10
HacellleHus ckopocty nomtomeHus O, [3]. MHorna
IS 0003HaYeHUsI AbixaHus 1o AIl MCIOIb3yIOT BEIU-
YMHY LMaHUI-pe3nucTeHTHOTo Abixanus (LIPI) — nbI-
XaHUsl B IMIPUCYTCTBUU ToJIbKO MHTrMOUTOpa LII1. ILIP/I
HE OTPaxKaeT KOPPEKTHO BEJINYUHY V.

B niccnemoBaHMsIX 4acTO HaOJII0AAIOT O0JIee BBICO-
Kyto crmocooHocTh AO MO cCpaBHEHHWIO C aKTUBHO-
ctbio AO in vivo, a TakKXe OTCYTCTBHE W3MEHEHUS
ypoBHs 0enka AO npu geiicTBum cTpecc-¢pakTopoB,
YTO, ITO-BUAMMOMY, CBSI3aHO C IIOANEPXKAaHUEM CIIO-
COOHOCTM OBICTPON akTuUBaLMU (PepMeHTa B 00XOmH
BBICOKO DHEpPro3aTpaTHBIX IIPOLIECCOB CUHTE3a OeIKa
de novo [6, 76]. DTo mpuaaeT AbIXxaTeJIbHOMY MeTa00-
JIM3MY TUIACTUYHOCTh M adalTUBHOCTh, IO3BOJISIET
KJIeTKe OBICTPO pearMpoBaTh HAa M3MEHEHUS BHYT-
peHHell u BHellHel cpeapbl.

Bwmecre ¢ Tem, moka Majio cBeaeHUi1, HOATBEPKIa-
IOIIIMX CYIIIECTBOBAaHNE MEXaHU3MOB MOCTTPAHCIISILIN -
oHHoli peryisauuun AO in vivo. C UCTIOJIb30BaAaHUEM Te-
HETUYECKN MOIM(PUIINPOBAHHBIX 1T0 AOX pacTeHmit
MoKa3aHo, UTO YpoBeHb 0eka AO He sIBIsICTCS IJ1aB-
HBEIM (DAKTOPOM PEryJISIINKA aKTUBHOCTU (hepMeHTa
in vivo, HO MOXET BJIUATh Ha aKTUBHOCTH AO in vivo
npu ctpecce. B yacTHOCTH, B HOPMaJTbHBIX KOHTPOJIU -
PYEMBIX YCIIOBHSIX POCTa JIMCThSI PacTeHMUiI Tabaka C
MOBBIIIIEHHBIM conepxkaHueM oenka AO (muaus S24)
nMeJin 6oJiee BhICOKYI0 BeanurHy LIPII B oTinuue ot
AHTUCEHCOBOM TUHMU AS8 CO CHIZKEHHBIM COZIepKa-
Huem 6enka AO [98]. I1pu aToM BCce TMHMM, BKIIIOYast
WKW TUTT, HE OTIIMYAIUCh o akTUBHOCTU Al in vivo.
OnHako npu AeiiCTBUM pa3HBIX BUOOB cTpecca (3acy-
xa, (OTOMHTUOMPOBAHME) JUCThS TUHUU S24, B OT-
JIn4re OT JAUKOIrO THUMa, TIPOSIBJISUIM MOBBIIIEHHYIO
akTuBHOCTH All in vivo. B npyroii pabore, IIpu KpaT-
KOBPEMEHHOM JIEMCTBUM BBICOKOTO YPOBHSI OCBE-
®UBNOJIOTUS PACTEHUN Ne 1
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mieHHocty (800 MkMonb/ (M2 ¢)) aktuBHOCTB AO in vivo
YCUTUBAJACh B JINCTHAX JIMHUU XX-2 C TTOBBIIIEH-
HBIM coaepkaHueM o0einka AO 1 He U3MEHSJIach B aH-
TUCEHCOBBIX 110 AOX1a pactenusx A. thaliana (nu-
Hus AS-12) [99]. OTMeTuM, 4TO HECITIOCOOHOCTh K
yBenumueHuto neixaHus 1mo All B mucthsax AS-12 kom-
MEeHCUpOBajlaCh B JaHHBIX YCJIOBUSIX aKTUBalMeit
nerxaaus o LIT1. DTo maeT ocHOBaHMe Moyarath, 4YTo
U3MEeHeHHe MeTaboIMYeCKUX ITPOLECCOB U/ M OMO-
XUMUUYECKUX MEXaHU3MOB PEryJiSiliMU aKTUBHOCTU
oenka AO SIBIISIIOTCS pelIaIONIMMU IIPU pacIipenciie-
HWUU 3JIEKTPOHOB 110 All.

Ponp AO B crabmiamzanuu Iryjia yOMXMHOHA 00-
CyXmaeTcsl JaBHO, HO SIBHBIX 3KCIIEPHMMEHTATbHBIX
JI0Ka3aTeIbCTB TOMY, UTO ITyJ1 YOUXUHOHA, 2 UMEHHO
COOTHOIIICHNE BOCCTAHOBJICHHOIO YOMXMHOHA K O0IIIe-
My myiy youxuHoHa (Q,/Q,), siBisieTcs: (pakTopom, pe-
ryavpyooimmnM aktTuBHOcTb AQO in vivo, noka HeT [4]. Cy-
IIECTBYIOT JIMIIIb CBEACHUSI, KOCBEHHO MOITBEPXKIAI0-
Imue 3Ty uaew. B yacTHoCcTH, Tpu KpaTKOBPEMEHHOM
(GOTOMHTMOMPOBAHUM  JIUCThbs AHTUCEHCOBOIM IO
AOXIa nuaun A. thaliana MoKa3bIBaJI MOBBIIIIEHHBIN
ypoBeHb Q,/Q, ipu oTcyTcTBUU BoBIeueHus AO in vivo
u HacbeimeHus IIIT omnoBpemenHo [99]. M3BecTHO
TakKe, YTO YpOBEHb BOCCTAaHOBJICHHOCTH IyJia yOou-
XWHOHA 4YacTuuHo perynupyercas HA(®D)-H-ne-
TUAPOreHa30i, Ipy 3TOM HEKOTOpPbIC T€HBI, KOIM-
pytomiie HAI(®D)-H-pernaporeHasbl, KOIKCIIpPEC-
cupytorcst ¢ renamu AO [35, 36, 51, 76, 78]. Bce atn
MOKa HEMHOTOUYMCICHHbBIE TaHHbIE TTO3BOJISTIOT IT0J1a-
raTh, 4YTO yPOBEHb BOCCTAHOBJICHHOCTH ITyJ1a yOUXUHO-
Ha, 3aBUCsIIUI oT KoHneHTpauuu HAJI-H B muro3omne
Y MUTOXOHAPUSIX, BIUSET Ha akTuBHOCTB AQO in vivo [6].
BrickazaHo MHeHUe, uyTo 111 akTuBauuu AQ in vivo no-
CTaTOYHBI OYEHb MaJible UBMEHEeHUs BeIMYrHbI Q. /Q,
[4]. CymiecTBOBaHME MEXaHU3MOB ITOCTTPAHCISIIIMOH-
Hoit peryysitiuu AO in vivo O-KETOKMCIIOTaMU M CUCTe-
moii Trx, perynupyiolieii peIoKc-cocTosiHIe (hepMeH-
Ta, MOKa €Ille He HaIUIO 3KCIIEPUMEHTAIbHBIX MO -
TBEPXACHUI U TpeOyeT JaJIbHEUIIINX UCCIIETOBaHUIA.

SAKJIIOYEHHME

AJlbTepHaTUBHAasI OKCUIa3a MUTOXOHAPUM SIBJISI-
€TCsI KIIIOYeBBIM (DEPMEHTOM, HAaPSIMYIO Y4aCTBYIO-
M B PEryJISIIUU S9HEPTeTUIECKOTO U OKMCIINTEIIb-
HO-BOCCTaHOBUTEJBHOIO OajlaHCa MMTOXOHAPUMN U
LEJIOCTHOM KJIETKM. AHAJIN3 UMEIOLINXCS B JIATEpa-
Typ€ IOaHHBIX CBUACTEIBCTBYET O CYIIECTBOBAaHUU
pPa3HBIX MEXaHU3MOB U CJIOKHBIX KOMOWHALIMIA CUT-
HaJIBHBIX ITyTEM, PETYIUPYIOIINAX IKCITPECCUIO TEHOB
AO. AO MoXeT HAIIPSIMYIO BJIMSITH Ha CUTHATN3AIINIO
cTpecca, cHmxas reHepauuio APK, 1 KOCBEHHO —
yepe3 U3MEHEeHME SHEPIreTUISCKOIO CTaTyca KJIETKM,
WHULIMUPYS OIMpeaeIeHHblE CUTHAJbHbIE KacKalbl.
O6pamaet Ha ce6s1 BHUMaHUE (PyHKIIMOHUPOBAHME B
KJIETKE MHOXECTBAa MEXaHM3MOB TPaHCKPUIIIINOH-
HOTO Y MOCTTPAHCKPUMIIMOHHOTO KOHTPOJIS KaK To-
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JaBJeHUs aKcrpeccnu reHoB AO B HOpPMAaJbHBIX
YCJOBMSIX, TaK U OBICTPOM MHAYKIIMU X KCIIPECCUU
npu cTpecce (Ha npumepe AtAOX1a). AO Koaupyercst
HECKOJIBKMMU TeHaMU, YTO MO3BOJISIET CHHTE3UPO-
BaTh pa3Hble (POpMBI OejIKa, MMEIONINe pa3jInyHbIC
MEXaHU3MBbI ITOCTTPAHCIISIHIMOHHONM aKTUBAlIMU. DTO
MOBBIIIAET 3aIUTY BBITIOIHIEMOI 6eJTKOM (YHKIIUU
B pacTUTEIbHOM KieTKe. B HacTrosiee BpeMs y pac-
TEHUI1 HanboJiee XOPOIIo N3ydeHa MUTOXOHIPUAIIb-
Hasl peTporpagHas peryiasauns sxkcrpeccut AOX. He-
YeTKUE Pa3IMYUs MeXAY MUTOXOHIPHUAIbHBIMU U
IUIACTUIHBIMU PETPOrPAIHBIMU CUTHAJIbHBIMU ITYTSI-
MU TTOAYEPKUBAIOT TECHYIO B3aUMOCBSI3b MEXIY Op-
raHe/slaMM, HO YCJIOXHSIIOT HCCIEIOBaHUS POJIU
curHanuHra AO B yIpaBJICHUM SHEPTETUYCCKUM Me-
Tabonmm3MoM (OTOCHHTE3MpYyomeit KiaeTkn. Crano
SICHO, YTO CUTHAJIbHBIC TTYTU PETYISLINU dKCITPECCUU
AOX niepeceKaroTcsl ¢ TOPMOHAJIBHOM CUCTEMOIM CUTHA-
JmHra. [losIBUnMch moka HEMHOTOYMCIICHHEIE CBelle-
HUS 0 TOM, 4TO AO SBJIIETCSI HE TOJIBKO MUIIIEHBIO, HO
W PETYISITOPOM CTpECC-CUTHAJIA, KOOPAUHUPYS SKC-
npeccuto apyrux reHoB DT, bopmupys u/mnu ycu-
JIUBasi CTpecc-CUrHal. Bce 3Th BOIPOCH! HyXXKIal0TCs
B JAJIbHEUIIMX UCCIIENOBAaHUSIX. YIIIyOJIeHUEe 3HAaHUIA
o curHamHTe AO TIpenomnpeacisieT X MpakTUIecKoe
KCITOJIb30BaHUE B 3KOJOTMYECKUX, MEIULIUHCKUX U
CEJIbCKOXO3SIMICTBEHHBIX 1IE/ISIX VK¢ B HEOTTAJICHHOM
MepPCIeKTUBE.

AsTtop OmaromapHa mnpod., 1.6.H. T.K. TonoBko,
K.0.H. N1.0. BejerkaHMHOBY 1 aHOHMMHBIM peLeH-
3eHTaM 3a IIEHHBbIC 3aMeYaHUsT ¥ COBETHI ITPU TMTOIATO-
TOBKE CTaThbM K ITyOJIMKAIINH.

Pabora nmonaep:xana rpantom Poccuiickoro ¢poHma
¢dyHIaMeHTaIbHbIX UccienoBaHuii (mpoekT Ne 20-14-
50366 DxcnaHcus).

ABTOD 3ag9BisgeT 00 OTCYTCTBUN KOH(PINKTA MHTE-
pecoB. Hacrosiuit 0630p He cCOaep>KUT KaKUX-JI100
KCCJIEOBAHUI C y4aCTUEM JIIOACH U XKUBOTHBIX B Ka-
YeCcTBEe 00BEKTOB UCCIACAOBAHUSI.
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