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OKcHI a30Ta — YHUBepcaJlbHasl CUTHAIbHAsI MOJIEKYJIa, BOBJEKaeMasi B MOIYJISILIMIO META0OIMYECKOM aK-
TUBHOCTH B XOI¢ HOPMAJIBHOTO POCTa U Pa3BUTHUS PAaCTeHUI, U TpU (POPMUPOBAHUU UX YCTOMUMBOCTU K
CTpPEeCCOBBIM (paKTOpaM OKpyKarolleit cpenbl. B 0630pe npeactaBiieHbl KJIOUEBbIE CBEACHMS, OTPAXKAIOIINE
COBpPEMEHHOE COCTOSTHHE TTPOOJIEMBI perysiTopHoit ponr NO B pacTeHusX. [IpuBeneHbl KpaTKue CBEICHUS
0 (pusuKo-xuMHUecKkux cBoiictBax NO, MeTomax ero UCClieJOBaHUs, MyTSIX OMOCUHTE3a U (DYHKIIMOHATbHOM
aKTUBHOCTU Ha pa3HBIX dTallax pa3BUTHUs pacTeHUIl (IIpopacTaHue, BETeTaTUBHBIN POCT, IIBETEHNE, KOPHE-
ob0pa3oBaHue, CMUMOMO03, MUHEpaJTbHOE ITUTaHue). KpoMme Toro, onmmcaHo nposiBjieHHe 3allMTHBIX 3 (HeKTOB
NO B ycoBusIx aeUIIMTa BJIary, ITOCKOJIBbKY HapyIlleHHe BOMHOTO peKMa M 06e3BOKBaHUE pPACTCHUI Ha-
OJIIOJAETCS MIPU BO3IEUCTBUM Pa3HBIX a0MOTUYECKHMX CTPECCOBBIX (DAKTOPOB, BKITIOUAsT 3aCyXy, 3aCOJIEHUE,
TUITO- U TuIepTepMuio. Ocoboe BHUMaHUE YIeIeHO MOJIEKYISIpHBIM MexaHnu3mMaM NO-3aBUCUMOTO CUTHA-
JINHTA, KOTOPBIE PEATTU3YIOTCS B PACTEHUSIX HA TEHOMHOM, ITIPOTEOMHOM U ITOCT-IPOTEOMHOM YPOBHSIX B XOJIE
MHOXECTBEHHBIX peaKInii HUTpoBaHUs. [ToHMMaHre MeXaHU3MOB perysisiTopHoro aeiictBust NO B HopMe 1
IIPY CTPECCe MMEET BaXKHOE TEOPETUUECKOE U MPUKIIATHOE 3HAYEHE B CBSA3U ¢ HEOOXOAMMOCTBIO (hyHaa-
MEHTaJIbHOTO 000CHOBAHMS BOBMOKHOCTH TTpakKTUUecKoro mpuMeHeHust NO ¢ 1e/TbIo TIOBBIIIEHUS YCTOM -
YUBOCTHU U MTPOAYKTUBHOCTH KYJIBTYPHBIX pACTEHUIA.

KoueBble cioBa: aOMOTUYECKUI CTpecc, IeUIINT BJIaru, 3acyxa, OKCHUI a30Ta, HUTPOBaHME, TOCT-TPaHC-
JISUMOHHBIE MOIM(UKAIIUM, PACTUTEIbHBIN OHTOTEHE3, PETYJISLIMS MeTab0I1M3Ma, yCTOMUYUBOCTD
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BBEAEHWE

Oxkcun azora (NO) — razoobpasHasi MoJieKyJa,
BBITIOJIHSIIONIAs] CUTHAJIbHbBIE (DYHKIIMU Y BCEX XKUBBIX
OpraHuM3MOB, BKJIloUasi pacTeHMs, ydyacTBylolllas B
PETYJISIIUY MHOXECTBEHHbBIX (P3M0JI0r0-0MOXUMU-
yecKux npoueccoB. O CroCOOHOCTH pacTeHU K 00-
pazoBaHuio NO crayso u3BecTHO emie B 1970-x r.I.,
Korja Oblj1a BBISIBJIEHA €T0 SMUCCHUST Y 0000BBIX KYJIb-
TYp npu ux obpadorke repounumamu [1]. OmHako
BIUIOTH 10 Hayvaja 1990-x r.r. oH paccMaTpuBacs B
KayecTBe TOKCUYHOIO COCAMHEHMUSI, TTOCKOJBKY €ro
3HAYUTEJIbHbIE KOJUYECTBA OOHAPYXKUBAIUCH CPeAr
KOMITOHEHTOB BBIXJIOITHBIX Ta30B M IPOMBIIIJIEHHBIX
oTxoa0B. CMeHa NpeacTaBleHU OTHOCUTEIbHO TOK-
cuyHocti NO npousolia nocjae yCTaHOBJIEHUS eTo
pPOJIU B PETYJISLIMU IESITETbHOCTU CEPAEYHO-COCYI M-
CTOI cucTeMbl YejoBeka. B ¢Bs3u ¢ atum B 1992 1.
NO 6bU1 IpU3HAH MOJIEKYIIoM roaa [2], a B 1998 r. Tpoe
aMepMKaHCKMX y4yeHbIX (papmakosiora — Md. Miopan,
P. ®apurorTt u JI. UrHappo — ObuUIn yanoctoeHbl Ho-
0eJIEeBCKOM IpeMUM B 001aCT (DU3UOJIOTUN U MEA-
1uHbl. C TOro BpeMEHU IPOBEIECHO KOJIOCCAIbHOE

KOJIMUECTBO PabOT, MOCBSIIEHHBIX MCCAEI0BaHUIO
¢yHK1IIMOHAIBbHOM akTUBHOCTY NO B pa3HbIX OMOJIOTH -
YyecKrx 00beKTax, Ojaromapsi 4eMy ObLIO HEOIpPOBEp-
KMMO JOKa3aHO, YTO OH HEOOXOIUM IS HOPMAJIbHOTO
MPOTEKaHMSI XKN3HEAESATETbHOCTY HE TOJIBKO KUBOT-
HBIX U YeJIOBEKa, HO U MpEACTaBUTEJIE BCceX LIapCTB
KMBBIX OPraHU3MOB. B pacTeHMsIX OH BOBJIEKAETCS B
peanu3anuio OHTOTEHETUYECKHUX TIPOrpaMM Ha BCeX
3Tamnax uX pocTa v pa3BUTHS OT IpOpaCTaHUS 10 LIBE-
TEHUSI U CO3peBaHUsI, a TakKke B (opMupoBaHUE
CTPECCOYCTOMYUBOCTHU.

BroirmonnHeHrne okcuaoM a3oTa MHOXECTBEHHBIX
GYHKIIMI CBSI3aHO C €ro (PU3UKO-XMMUYESCKUMU
cBoiicTBaMu. OH SIBJIsIETCS HEHTpaJIbHOI TBYXaTOM-
HOW MOJIEKYJION, paCTBOPMMOM B BOJIE U B JUNIUIAX.
Hannune HecrmapeHHOro 3J1eKTpoHa B cTpyKType NO
00yCIaBIMBAET €r0 BBICOKYIO PEAKIIMOHHYIO CITOCO0-
HOCTb U KOPOTKO€ BpeMsI XKM3HU, UCUNCIISIEMOE Ce-
KyHnamu [3, 4]. bmaromapst amouduiIbHON ITpUpoie
¥ CBOOOMHO-PaIUKAIbHBIM CBOMCTBAM OH CITOCOOEH
JIETKO IPOHMKATh Yepe3 JIUIMUIHYIO ha3dy MeMOpaH 1
I OYHINPOBATh Yepe3 IUTOIIa3My, OBICTPO BCTYIIask
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116 AJUTIATYJIOBA u np.

B peaK1IM1 CO CBOMMU MHOTOYMCICHHBIMI MOJICKYJISIP-
HbIMU MUIIEHSIMU. NO M €ro aKTUBHbIE IIPOU3BO/I-
Hble OOBEIMHSIOT B TPYNINY aKTUBHBIX (DOopM a3zora
(ADA), X 9KUCIy KOTOPBIX B YaCTHOCTH OTHOCST:
NO~ — HUTPOKCWIbHBII aHMOH (AaHUMOH HUTPO30-
Husa); NO' — HUTPO3UIILHBINA KATUOH (KATUOH HUT-
posoHus); NO, — HUTpUT aHUOH; NO; — HuUTpar
annoH; ONOO™ — NepOKCUHUTPUT, KOTOPEI BBICTY-
MaeT B KayeCTBE OMHOIO M3 IVIaBHBIX HUTPUPYIOIIMX
areHToB, (pyHKUMOHUPYOLIKUX B NO-3aBUCUMBIX TTPO-
Lieccax repenauu curiaia [4, 5]. B kauectse ADA tak-
XK€ PpaccMaTpUBAIOTCS HEKOTOPBIE S-HUTPO30TUOJbI
(SNO), nHamnpumep S-HutposomtytatuoH (GSNO),
oOpasyeMblii myTeM B3anMoaeiicTBust NO ¢ mryraTi-
OHOM, BBIIOJIHSIIOIINM BaxXHbIe (DYHKIIUHU B ISP~
kaHuu romeocra3a NO, ero oTnaJieHHOM TPaHCIIOPTE U
nepemadye NO curnana. Ilpu atom NO-3aBuCuUMEIE
IMyTU PeTY/SILMU PAaCTUTEIBHOTO METabOoIM3Ma CBSI-
3aHBI C peAKISIMU TPAHC-HUTPO3MIMPOBAHUS, TIPH-
BOISIIME K MOOY/ISIIUM aKTUBHOCTU I€HETUUYECKUX
MIporpaMMm U K pasjMyHbIM ITOCT-TPaHCSIIMOHHBIM
MonudukaiusaMm (NO-PTM) GenkoB, cpenu KOTOPBIX
HanOoJiee XOPOIIO U3YYEHHBIMU SBJISIIOTCS] IIPOLIECCHI
HHUTPOBAHMS ITO TUPO3UHY U S-HUTPO3MIMPOBaHYS [6].
Takum o6pa3oMm, o0gamasi BBICOKOW peaKLMOHHOM
CITOCOOHOCTBIO M CBOOOMTHO pamavKaabHBIMH CBOI-
crBaMu, NO 00yCIOBIMBAET 3aIIyCK KOJIOCCAJIBLHOTO
MHOXECTBa IIEITHBIX peakluii, 4eM OOBSICHSICTCS
Ype3BBIYAHO IIMPOKUIA CIEKTP €ro OMOJIOTMIeCKO-
ro neiictBus [7—10]. BmecTe ¢ TeM HEOOXOIMMO OTME-
TUTB, YTO B M30BITOYHBIX KOHIIeHTpaumssx NO crroco-
O€H OKa3bIBaTh IIMTOTOKCUYECKOE AEHCTBUE, BhI3bIBAsI
B >KMBBIX OpraHM3Max HUTPO3aTUBHBIN cTpecc [11, 12].

Oco6n1it uHTEpec K NO BBI3BaH €ro y4yacTueM B
Pa3sBUTUU YCTOMUYMBOCTU PACTEHUMN K CTPECCOBBIM
dakTopaM cpeabl OMOTUYECKOTO M aOMOTHMYECKOTO
npoucxoxneHusi. Cpenu HUX Haubojee ITUPOKO
pacrpoCcTpaHEHHBIM M HENpeacKadyeMbIM (aKTo-
pOM SIBJIsIeTCS 3acyXa. BEI3BIBas B pacTEHMSIX Hapy-
IIICHIE BOMHOTO peXKrMa U 00e3BOXMBAaHNUE TKAHEH,
3acyxa HEraTMBHO OTPaXkaeTcCs Ha BCEX 3BEHbSIX pac-
TUTEJIBHOTO MeTaboMn3Ma, Tpoleccax pocTa U pas-
BUTHS, U dopMuUpoBaHus ypoxas [13—16]. O6e3Bo-
KMBaHME PaCTUTEIbHBIX TKAHE HA0II0IAeTCs TAKXKe
MpU APYTUX HEOJAronpUusITHBIX BO3IEHCTBUSIX ab1O-
TUYECKOTO TIPOMCXOXIECHMSI, HAIIpUMep MpPU 3acoJie-
HUU, TUII0- U rurieptepmuu [17]. IToaTomy omHUM U3
HaunOoJiee aKTyalbHBIX HAMpaBI€HUI COBPEMEHHOM
HayKU O pacTeHUSIX SIBJISIETCSI MOUCK 3(PDEKTUBHBIX U
0Ge30ITaCHBIX CITOCOOO0B 3allIUThI PACTEHUI1 OT MaryoHO-
ro ACHCTBUSI BOTHOIO cTpecca. JJaHHBIe O ITOBBIIIEHNN
CTPECCOYCTOMYMBOCTA KYJIBTYPHBIX pacTeHUil II0f
BIMSTHAEM 9K30TeHHOM 00paboTk NO, a Takke 0 ero
CIOCOOHOCTH CTUMYJIMPOBATh IIPOLIECCHI POCTA B HOP-
MaJIbHBIX YCJIOBUSIX Mpou3pacTaHus (Tadi. 1), ykasbi-
BalOT Ha BO3MOXHOCTb €r0 MCIOJIb30BaHUs B TIPAKTU-
YECKOM PACTEHMEBOCTBE C 1IEJIbIO ITOBBIIIIEHUS YCTOM -
YUBOCTHU U TIPOAYKTUBHOCTHU KYJIbTYPHBIX pPACTEHUIA.

Bmecrte ¢ TeMm IpakThuecKoe MpUMEHEHUE OKCHIA
a30Ta MpearoaraeT NyooKoe MOHUMaHUe MOJIEKYJISIp-
HBIX MEXaHU3MOB €ro (pU3MOJIOTMYECKOIO ISUCTBUS B
HopMe u 1ipu cTpecce [ 18, 19]. B nanHoM 00630pe mpo-
BOIUTCS TIOC/IEIOBATE/IbHOE OIMMCAHUE TIPOSIBICHUIA
GyHKIMOHAIBEHOI akTUBHOCTY NO B X0[e OCHOBHBIX
STAIlOB PACTUTEIBLHOTO OHTOIeHEe3a, BKIIIoYast IIpopac-
TaHWE, BETeTaTUBHBII POCT, LIBETEHHUE, KOPHEOOPa30-
BaHMe, MUHEpaJIbHOE ITMTAaHUE U YCTAHOBJICHUE CUM-
onoTnuecknx cBs3eit. Kpome toro, Ha ¢pm3mosormde-
CKOM U OMOXMMHYECKOM YPOBHSIX pacCMaTpPUBAIOTCS
NO-uHAYLIUPOBaHHbBIE 3aILUTHBIE PEAKIIUI PACTEHUIA,
MOIBEPTHYTHIX BOOJHOMY cTpeccy. Ocoboe BHMMa-
HUeE ylIeJIeHO MOJIEKYISIpHBIM MexaHu3maM NO-3a-
BUCHMOIO CUTHAJIMHTA, KOTOPBIE pEaau3yloTCs B
pacTeHUsIX B HOpME U IIpU HEeGJIAromnpusITHBIX BO3-
IeCTBUSIX HAa TEHOMHOM, MPOTEOMHOM U MOCT-
MIPOTEMHOM YPOBHSIX.

1. ObPA3BOBAHUE U ITOAOEPXAHUE
TOMEOCTA3A NO B PACTEHUAX

[Tyt 06pa3oBaHMsI OKCHIA a30Ta B paCTUTEILHBIX
opraHu3Max noJpoOHO paccCMaTpUBAIOTCS B psIIe OTe-
YeCTBEHHBIX U 3apyOexHbIX 0030poB [4, 18, 20, 21].
KopoTtko cnegyer HamOMHUTB, YTO COBOKYIIHOCTH
OMOXMMUYECKMX IIPEBpalleHU, NPUBOASIINX K
MpOoayKLIMK MoJieKyJibl NO, IIpoTeKaeT 1o IBYM ajlb-
TepHATUBHBIM MexaHu3Mmam: (1) — okucauTeabHOMY
u (2) — BoccTaHOBUTEJILHOMY [4, 22]. B nmepBoMm ciy-
yae OmocuHTe3 NO IIPOUCXOOUT IIPU OKUCICHUU
pa3IUYHBIX CyOCTpaToB, TakKuX Kak L-apruHuH, 1mo-
JIMAMUHBI U TUAPOKCUIAMUH ¢ 0Opa3oBaHUEM IPO-
JIYKTOB OKMCJICHUSI U BBICBOOOXIECHUEM MOJICKYJIbI
NO [4]. Ha mpnMepe MIIEKOTTMTAIOIINX XOPOIIO U3y~
yeHa peakuusi oKuciaeHust L-apruHuHa, mpoTekaro-
1ast B IPUCYTCTBUU MOJIEKY/ISIPHOIO KMCJIOPOAA TP
yyactun creunpmyecknx depMenToB NO-cuHTa3
(NOS), KOHEUHbIMY MPOIYKTAMU KOTOPOIA SIBJISIIOTCS
L-uutpyanun u monekyna NO [4]. Peakiinio MOXHO
BBIPA3UTh B BUIE CXEeMAaTUIHOIO YPaBHEHMUSI:

L-aprunun + O, — L-uutpyJuiuH + NO'T.

Omnako NOS-depMeHTH y BBICIIMX pPacTeHUW
MOKa He UACHTU(ULIMPOBAHBI, O YeM CBUACTEILCTBYIOT
JIaHHbIE KPYITHOMACIITaAOHOTO CKpMHUHTA 60JIee YeM
2000 cekBeHMPOBAHHBIX PACTUTEIIBHBIX TEHOMOB [23].
Cpenu poTtocuHTe3upyromux opraHnu3MoB NOS-mo-
JIOOHBIE MOCJIeNOBATEIBHOCTU BBISIBJICHBI Y 15 BUIOB
OIHOKJIETOYHBIX 3€JEHBIX BoAopocieii, Bkouass Ost-
reococcus tauri, IJis1 KOTOPOI Takke ObLIO MPOAESMOH-
CTPUPOBAHO HaIMuue (PYHKIIMOHAIBHO aKTUBHOIO
NOS depmenTa, 00aTafOIETO BHICOKOM CTEIIEHBIO
romojiorun ¢ NO-cuHTazamMu MiekonuTaromux |20,
22, 23]. Bmecte ¢ TeM cBeneHUsI 00 YTHETEHUM CUH-
te3a NO B pacTeHUMSIX 1101 BIMSTHUEM WHTUOMTOPOB
NOS-akTUBHOCTU XMBOTHBIX, a TakKXe JaHHbIC, B
KoTopbIX mpoayKius NO olleHrBajIach 1o oopa3oBa-
HUIO IUTPY/JIMHA, TO3BOJISIOT IMPEanojaraTh cyiie-
®UBNOJIOTHS PACTEHUN Ne 2
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YUYACTUE OKCUJIA A3OTA B PETYJISLIUU PABBUTUS PACTEHUN 117
Taomuna 1. Posis NO B peryiasiiiny OTBETHBIX peaklUid pacTeHU I
PacturebHbIi NO o6paboTka Crpecc Ha6monaembie addekTh Ccblika
00BeKT
JlaTyk nmoceBHOI1 SNP (100 uM) - CTuMyJISILMS IPOpacTaHus CeMsIH [44]
(L. sativa) SNAP (100 uM)
MpopaliuBaHue CEMSTH B
NPUCYTCTBUU JOoHOpOB NO
[Tmrenuia SNP (200 uM) - CTumynsiuus mpopacTaHust [45]
(T. aestivum L.) IMpucyrctBue B cpene CeMsIH, YCUJIEHUE pOcTa KOpHEN
BbIpAllIUBAHUS IPOPOCTKOB n HO6CFOB, aKTHUBaLlA KII€TOYHOTO
NIeJICHUSI, TTOBBIIIIEHNE MUTOTHYEC-
CKOTO MHJEKCa allMKaJbHOI MepHr-
CTeMBbI KOpHE, HaKOTIJIEHUE
TOPMOHOB IMTOKUHUHOBOM MpPU-
pomnbl
Hyr (C. arietinum) | SNAP (500 uM) - CTuMyJsILMS IpOopacTaHUs CEMSTH, [46]
SNP (500 uM) aKTHBalMs IKCIIPECCUU T€HOB,
IMpucyrctBue B cpene CBSI3aHHBIX C yTUIM3allMel caxa-
npopacrtaHus. OleHkKa poB (Hexokinase 1; Phosphofruc-
nokasaTeJsieii uepes tokinase 6; Alpha amylase) n reHOB
24,48, 724 KJIeTOuHOro uukia (cyclin- D4- 1-like;
cyclin-B1-4-like)
IMurenua SNP (0.5 x 1073 mol/L") - CTuMysiums IpopacTaHusi CeMsIH, [47]
(T aestivum), 12-4 06paboTKa ceMsiH MOBbILIEHNE (PEPMEHTATUBHOM
sumMmeHb (H. vulgare), AKTUBHOCTH [J-aMMJIIa3bl
cos (G. max),
puc (O. sativa),
KyKypy3a (Z. mays),
parc (B. napus),
ropunua (B. juncea)
Kykypysa (Z. mays) NaNoO, (1077 M) - CTumynsuus pocta KOpHei, [49]
SNP (1010 M) peryJsiiys aKTUBHOCTH
S-nuTposotHoib (GSNO; MeM6paHHBIX Ca’’-kaHaoB
HUTPOLIMUCTEUH).
IIpucyrcBue B cpene
npopacTtaHus
Tomar SNP (200 uM) - M3MmeHeHne apXUTEeKTyphbl KOpHei [52, 53]
(L. esculentum), 3-aHEeBHBIE paCTCHUS (akTUBaLMs pocTa OOKOBBIX
orypel (C. sativus) | *HKyOGUpPOBaIU B IIPUCYT- 1 NPUIATOYHBIX KOPHEH Ha (poHe
ctBum noHopa NO B TeueHue 3aMelJIEHUs] pOCcTa MEPBUYHOTO
5 cyToK KOpHS1), YCUJIEHWE 3KCIIPECCUOHHOM
aKTUBHOCTU F€HOB LIMKJIMHOB
CYCD 3;1u CYCA 2;1
Bbo6 o6bpikHOBeHHBI# | SNP (10, 100 u 150 uM) - CTuMYJISILYS 3aKPBITUST YCTHUII. [80]
(V. fava) ABK (10 uM) ABK-mHOynmupoBaHHOE HAKOILIE-
MNHuKkyOupoBaHue OTPE3KOB Hre NO B 3aMBIKAIOIINX YCTHUIIA
SMUIAECPMUCA JINCTHEB KJIeTKax
B pactBope SNP B nipucyr-
ctBUM uu otcytcTBum ABK
OU3NOJIOTUA PACTEHUM  ToMm 70 Ne 2 2023
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Taomuua 1. [TponomkeHue

PacturebHbIi NO o6paboTka Crpecc Ha6monaembie addekTh Ccbliika
00BeKT
Pactenus kykypyssl | SNP (100 uM) YMepeHHbIi IMonnepxaHue ypoBHSI HaKOILIe- [56]
(Z. mays) TUKoro SNAP (100 uM) nedurur Fe HUSI OMOMAacCChl, MpeaoTBpalleHue
TUra. MyTaHTHbIE 1. OnpeIcKMBaHUE PACTEHMIA | (50 uM XJIOPO3a JIMCTHEB, MOBBILLIEHUE
JuHuu: yellow stripe I | pactBopamu nonopos NO Fe-EDTA). YPOBHSI XJI0podulIa, HOAAepKaHe
(ys1) n yellow stripe3 | 3 Buecenue nonopos NO | CUIbHBII CTPYKTYPHOM LIEJJOCTHOCTH XJIOPO-
(¥$3) ¢ HAPYLICHUEM | 5 yraTe T BHEL pacTBop neduLuT Xeiesa | [VIACTOB; aKTUBALIMSI 9KCIIPECCHU
ycBoeHus Fe (10 uM T€HOB XJIOPOIJIACTHBIX OEJIKOB:
Fe-EDTA) rbc L (Rubisco large subunit) pshA
(D1 protein). BocctaHoBiaeHue
HOpMaJIbHOTO (heHOoTHUMna
y Fe-nepuuutHbIX MyTaHTOB
JlronuH Oenblit SNP (50 uM) Heduuur P NO-uHAYLIMpPOBaHHAS] CTUMYJISILIMS [61]
(L. albus) 1. IlpucyrctBue SNP B cpene | (mpucyrcTBue,/ | pOCTa JlaTepAIbHBIX KOPHE,
popacTaHus B TedeHue 3-X | OTCYTCTBUE ¢opMupoBaHue KJIACTEPHOM
Heleb KH,PO, CTPYKTYpPBI KOPHEM, COITPOBOXIAEC-
2. IHKYGMpOBaHHe KOpHeii | B UTaTebHOM | MOE TIOBBIIEHUEM YPOBHSI KCCY-
B TeueHe 24 u pacTBope) ALY IMTPATOB U YJIydllIEeHUEeM
ycBoeHus pocdopa. YcuieHue
nponykunu NO B KopHsIx 3, 7,
14-THEeBHBIX pacTeHUI1, He0Opabdo-
TaHHBIX NO 1 TOIBEepPIHYTHIX
nedpuimty docdopa.
daconb SNP (1074 M) Hedwnuut Braru | NO-UHAyLIMPOBaHHOE MOBLIILICHIE [78]
OOBIKHOBEHHAsI EskeHeBHOE onpbickuBanue | (OTPaHUYCHME YCTBUYHOM MPOBOIMMOCTH,
(Ph. vulgaris), BUTHA | 4_ JHEBHBIX PACTEHMI MOJIBA) nonaepxxanue yposHss OCB
(V. unguiculata) B Teuenne 10 cyT JIUCTHEB U LIEJIOCTHOCTHU
MeMOpaHHBIX CTPYKTYP
BuHorpan — Hedwuut Bnaru | [Iponykuyss NO B 3aMBIKAIOIINX [79]
(V. vinifera) (orpaHuyeHue ycThulla KieTkax. [TapanienbHoe
MOJIMBaA) MoBbIlIeHUEe KOHLIeHTpauuu NO u
ADBK B nucThsix. BeisiBnenuve
KOpPEJSILINY MEXIy HaKOTIJIEeHUEM
ABK, NO u 3akpbITHEM YCTHMUII.
Posbs NO B nipenoTBpaliieHUn
IMOTEPU BJIard pacTeHUEM
B YCJIOBUSIX 3aCyXU
Nuauiickas SNP (100 uM) Heduuut Bnaru | [logaepkaHue BOZTHOIO pexXxuma [82]

ropunua (B. juncea)

NukyoupoBaHue 20-THEBHBIX
pacTeHuil B TeueHue

4 cyT B IPpUCYTCTBUMU JIOHOpaA
NO

(10% PEG)

(OCB, TpaHcnupaluu, yCTbUUHOMU
MPOBOAMMOCTH); POTOCUHTETUYE-
CKOi1 aKTUBHOCTH, YPOBHST aCCUMMU-
Jsaumn CO,, (pyHKUIMOHUPOBaHUS
OTL B xstoporutactax u OCII,
rnoniep>KaHue YpOBHSI XJIOPO-
¢uia, aKTUBHOCTU (POTOCUHTETH -
yeckux ¢pepmeHTOoB (RuBisCo;
mmnepoanbaerun-3-docdarme-
rugporeHassl; pochoprOyIoKu-
Ha3bl)
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Ta6muua 1. OxoHuaHue
PacturenbHbiit NO o6paboTka Ctpecc Hab6monaemblie 3¢hdexTbl Ccbuika
00BEKT
®uzanuc yrosateiit | SNP (50, 75, 100 uM) 3acyxa: CMsIryeHre HeTaTUBHBIX 2 (EKTOB [83]
(Ph. angulata) OnpsickuBanue 20-1HeBHBIX | (OTHOCUTENBHAS |CTpecca Ha pOCTOBBIE TapaMeTphl
paCTCHI/Iﬁ nepen CTpCCCOBOﬁ BJIQ2KHOCTb (Cblpaﬂ, cyxas Macca paCTCHHﬁ,
06paboTKO rpyHra 20%) IUIOIIAMb JIMCTHEB), MOAAEPKAHUE
(hOTOCMHTETUYECKOM aKTUBHOCTH
U COCTOSTHUSI BOMHOTO pexkruma
pacTeHuit
Caxapusbiii TpoctHuk | GSNO (10, 100, 500 uM) OcMoTtuueckuil | YiydilieHue rokasaTeseil pocra [84]
(Saccharum spp.) OnphICKMBaHUE JINCThEB crpecc PEG 8000 | (chipast u cyxasi Mmacca JIMCTbeB U
25-IHEBHBIX PACTEHUIA (—0.75—0.111 mPa)| kopHeii), BogHoro pexuma (OCB,;
3a 3 cyT Ao cTpecca YCTBbUYHOU MTPOBOIMMOCTH), ACCH-
musinnn CO,, mogaepxaHue
(hoTOCMHTETUYECKOM aKTUBHOCTHA
Cos (G. max) SNP (100 uM) 15% PEG 6000 |IlonaepxxaHue pocTa, CMSITYeHUE [88]
OnpbICKMBaHNE PACTEHUI OKVCJIUTEIILHOTO cTpecca (CHIKe-
B TeueHue 21 cyT Hue yposHsa MDA, H,0,, ak3o00c-
MOca 2JIEKTPOJIUTOB, aKTUBHOCTU
LOX). AkTuBauusi aHTUOKCUIAHT -
HbIX pepmeHToB (SOD, CAT,
POX, APX), HakoruieHue Hedep-
MEHTATHUBHBIX aHTUOKCUIAHTOB
(¢peHOoNBHBIX COenMHEHU, h1aBo-
HOUIOB, TOKOo(deponos). Hakome-
HUE OCMOIPOTEKTAHTOB (MIPOJIVH,
IJIMLIMHOETauH)
Puc (O. sativa L.) SNP (50, 100, 150 uM) 3acyxa: CHUXXEHME HEraTUBHOTO JEUCTBUS [89]
1. IIpeanoceBHoe 3amaunBa- | (OTHOCUTENbHAS |3aCyXM HA POCTOBBIE MAPAMETPHI,
HME CEMSIH; BJIa2KHOCTb COCTOSAHME BOOHOTO pEXXMMa pac-
2. OnpbickuBaHue pacTeHuii | TPYHTa 50%; TeHuil puca. CHUXEHUE YPOBHS
HA CTALNH 5 JUCTHEB OrPAaHUYECHHBINA | OKUCIMUTEIbHBIX OBPEXACHUM,
MTOJIUB PACTEHUI1 | TOBBIIIEHUE CTAOMIIBHOCTH MEM-
Ha ctaguu 4x OpaHHBIX CTPYKTYP U (POTOCUHTE-
JINCTHEB) TUYECKON aKTUBHOCTU
JlouepHa (M. sativa | SNP (100 uM) Hedunur Bnaru | [Tonnepkanue pocra, BOOTHOTO [93]

L)

IpennoceBHOE 3aMaYMBaHKE
CEMSTH C TTOCTIeAYIOINM
MpopallluBaHWEM B TeUEHHUE
7 cyT B IPUCYTCTBUU JOHOpA
NO

(IpUCyTCTBUEC
10% PEG 6000
B cpere mpopac-
TaHUS)

craryca M ypoBHs XJIopoduiuia.
YcuteHre HaKOTIICHUST TIPOJIMHA 1
aKTUBHOCTH aHTUOKCHUIAHTHBIX
depmenToB (SOD, POD, CAT,
APX). Momynsiimst 3KCIpeccun
YYBCTBUTEIBHBIX K 3aCyXe TCHOB:
TPaHCKPUITIIUOHHBIX (PaKTOPOB,
¢doToCUHTETMUECKUX OETKOB,
reHoB penokc-romeoctasa (GST,
SOD, GPX, RBOH) u reHos,
BOBJICKAEMBIX B CUTHAJIUHT
duroropmonoB (ABK, atmieHa,
ayKCHHOB)
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CTBOBAHME OKHWCIUTEIBHOIO apriuHMH-3aBUCHUMOTO
mytu OouocuHTe3a NO, IJisT KOTOPBIX cIieluduye-
ckue (hepMEHTHI elll¢ TOJIBKO MPEeICTOUT UICHTU (DI~
oupoBaTth [4, 22].

BoccraHoBuTenbHBIE MEXaHU3MBI CBSI3aHBI C pe-
aKIIMSIMM BOCCTAHOBJIEHUSI HUTpaTa TpU YIacCTUH
Hutpatpenyktasbl (NR — nitrate reductase). Drtor
bepMeHT KaTaIM3upyeT MEePBYIO CTATUIO aCCUMMUIISI-
1MUY a30Ta — PEaKIINIO IBY3JIEKTPOHHOTO BOCCTAHOB-

sieHust Hutpara (NO5) no Hurputa (NO,), KOTOpBIi
Jiajiee C yyacTMeM aCCUMWISITOPHOM HUTPUTpEIyKTa-
36l (NiR — nitrite reductase) BoccTaHaBIMBaeTCs 10
aMMOHMSI, HEOOXOAMMOTIO 11 CUHTe3a aMUHOKUC-
noT. Bmecte ¢ TeM NR cnocobHa KaTanu3mpoBaTh
peaKiUIo OAHOIJIEKTPOHHOTO BOCCTAHOBJIEHUS] HUT-
puta ¢ obpazoBaHueMm NO [24, 25]. CymmapHO Npo-
1IECC BOCCTaHOBUTENbHON TpoaykKuuu NO MOXHO
YCJIOBHO BbIPA3UTh B BUJE NBYX YPABHEHUIA:

NO; +2¢” +2H" — NO, + H,0,
NO; +2¢ +2H" - H,0+NO'T.

NR-3aBucumoe odbpazoBaHue NO ObLUIO BBISIBJIEHO Y
pa3HbIX BUAOB pacteHuil [4, 24, 26]. B MoneibHOM
pacTuTtesibHOM 00beKTe Arabidopsis thaliana nneHTU-
dunmpoBaHo aBe n3odopMul pepmenta NR1 1 NR2,
komupyemblie reHamMu NIAI n NIA2 [25]. Pactenud ¢
oBepakcnpeccueit NIAI v NIA2 reHoB 1 HAKOTLJIEHU -
eM cooTBeTcTBYoIIMX NR1 1 NR2 6enkoB xapakTe-
PU30BAIMCH 3HAYMTEbHBIM MOBBIIIEHWEM MPOIYK-
uuu NO [27].

VYuyactue NR B npoiiecce oopazoBanust NO MoxkeT
OBITh CBSI3aHO HE TOJIBKO C €€ HUTPUT BOCCTaHABIIM-
BaIOIIEi aKTUBHOCTBIO, HO TAKXKe CO CIIOCOOHOCTHIO
repeaaBaTh 3JIEKTPOHBI Ha APYroi (hepMeHT aMUIO0K-
cuMmpenykrazy (mARC — mitochondrial Amidoxime
Reducing Component), HemocpeaCTBEHHO KaTaJU3U-

pytomuii peakuunio BocctaHosiieHrss NO, 1o NO. [o-
atomy mARC pacTeHuit npenioxkeHo o603HavYaTh C
ncnoiab3oBanueM aoopesuarypel NOFNiR (NO
forming nitrite reductase), a camy IBYXKOMITOHEHTHYIO
NO-npoayumnpymolyw cuctemy, oopazopaHHyto NR
coBMecTHO ¢ MARC B Buze zanucu NR:NOFNiR
[24, 28]. TloTeHUIMaNBHONH CIIOCOOHOCTBHIO BOCCTa-
HaBauBaTh HUTPpUT A0 NO obOnagaroT TpU APYyTUX
depmenTa: cynbdurokcumasa (SO), KCAHTMHOKCUIO-
penykrasza (XOR) un anpnernnokcumgasa (AQO), mosTo-
My ux Hapsny ¢ NR 1 mARC npenioxeHo oobenu-
HUTb B CAMOCTOSITEIbHBIN KJIacC “Hecrneln(pruIecKux
NO-o6pasyrormx HuTpuTpeaykras” [26]. Kpome Toro,
BOCCTaHOBUTEJIbHAs TTpoayKuus NO MOXET IIpoTe-
KaTh B MUTOXOHApHAX ¢ ydactuem OTILl MmuToxoH-
JIpUii, a TaKXe B XJOpoIUIacTax, IMepoKCcCrUcoMax U B
anomacte [4, 14, 22].

IMomnnepxxanue romeoctaza NO B pacTeHUsIX
OCYIIECTBIISIETCSI MyTeM €ro JAeNOHUPOBaHUS B BUIE
S-nurpozornyratuoHa (GSNO) wiu B hopMe HUT-

po-xupHbIX kKucinotr (NO,-FA — Nitro-fatty acids)
[29, 30]. CBoii BKj1az B peryJIsILiio 3HIOTEHHOIO YPOB-
H9 NO BHoOCST (UTOINIOOMHBI, MPpUHAIICKAIIEe K
CeMEeICTBY HECUMOMOTUIECKIX TeMOIJIOOMHOB, KOTO-
pbI€ CIIOCOOHBI MepeaaBaTh aTOM KKCJIOpOJa Ha MoJie-
Kysty NO ¢ o6pazoBaHMEM HUTPUTA, BBICTYIIAsI, TAKUM
o0pa3oM, B Ka4eCTBE CBOCOOpPA3HBIX “‘TyliuTeseil”
NO [3, 31]. CyuiecTBoBaHME TaKOro pa3HOOOpa3us
MeTabOJUYECKUX TTPOLIECCOB, CBSI3aHHBIX C MOAACP-
XaHueM romeoctaza NO B paCTeHUSIX OOBSICHSIETCS
MX MOTPEOHOCTHIO B ITOMIEPKAHUM 0a30BOr0 YPOBHS
NO, BBITOJIHSIOLIETO Ype3BbIUaiiHOE MHOXECTBO pe-
TYJISITOPHBIX (DYHKIIMI B XOI€ X HOPMAJILHOIO pa3-
BUTHUS U aJalTallUM K MEHSIIOLIMMCS YCJIOBUSIM Cpe-
Ibl [4].

2. DYHKIMOHAJIBHAA AKTUBHOCTbD
NO B PACTEHUAX

Cospemennbie nomxons! K uydennmo NO. Uccneno-
BaHUe (PYyHKIIMOHAJIBHOM akTMBHOCTM NO B pacTu-
TEJIbHBIX 00BEKTaX IIPOBOAUTCS C IIOMOIIBIO ITMPOKOTO
apceHajia MeTOIOB, BKIoYast (hapMaKOJIOTMIECKue, Te-
HETUYECKHME IIOIXOObl, KAa4eCTBEHHBIE M KOJIMYEC-
CTBEHHBIC METOIBI OLIeHKM »HmoreHHoro NO [12].
®dapmakosornyecKue MOAXoabl CBI3aHbl C 9K30TCH-
HoIi 06paboTKoii pacteHuit foHopamu NO. J1st 3T0-
T'0 Yallle BCEeTO MCIIOIb3YIOTCSI HUTPOIIPYCCHUI HATPUST
SNP (sodium nitroprusside), S-HuTpo3o-N-aleTuiIe-
HutaMuH SNAP (S-nitroso-N-acetylpenicillamine)
n S-aurposonryratuoH GSNO (S-nitrosoglutathi-
one). J1onmoJHUTEIbHBIM T0Ka3aTeIbCTBOM IIPOSIBIIC-
HUST KOHKPETHBIX 3¢ @PekToB moHopoB NO ciyxkart
JIaHHbIE, ITOJIYyYeHHBIE C ITapaUIeIbHBIM IpUMEHE-
HUEM CKaBEHIXXEPOB U/WI UHTUOUTOPOB IHIOTECH-
Hoit mpoxykuu NO [16]. K ckaBeHmkepam NO ot-
Hocsarca PTIO (2-phenyl-4,4,5,5-tetramethylimidaz-
oline-1-oxyl-3-oxide) u ero nmpoussogHoe — cPTIO
(2-4-carboxyphenyl-4,4,5,5-tetramethylimidazoline-
1-oxyl-3-oxide). Muruburopamm mnpoaykuum NO
sJstoTcs: Boibpamar Hatpus (Na,WO,) u L-NAME
(NC-nitro-L-arginine methyl ester), yrHeTamommuMu
BOCCTAaHOBUTEJIbHBIC I OKUCJIUTEIbHBIE peaKIIuu 00-
paszoBanus NO, cootBeTcTBeHHO [14, 16, 20]. IIpu-
MeHEeHNEe TOHOPOB IT03BOJISIET MMUTHUPOBATh 3P eKk-
Tol NO B pacTeHusix. BMecTte ¢ TeM a3HAOreHHasl Ipo-
aykusts NO MOXET MOIYJIUpPOBAThCS C ITOMOIIBIO
TeHETUYECKUX TEXHOJIOI 11, OCHOBAaHHBIX Ha ITOJIy4Ye-
HUM MYTAHTHBIX U TPAHCTeHHBIX JIMHUI pacTeHU C
n3MeHeHHoM nponykiueii NO. BaxHbIe cBeneHUS O
MEXaHM3MaX MOPOAYKIMM M (PYHKIMOHAJIBHOM aK-
TuBHOCTU NO OBUIM MOJy4eHbI C UCHOJIb30BaHUEM
Takux auHui [15, 32].

Y MoAebHOro pacTUTeNbHOTO 00beKTa A. thaliana,
onucaHsl nial u nia2 mytanThl ¢ fedekramu 1o NIA 1
n NIA2 reHaMm, KOTUPYIOIINM ABe M30(OPMBI HUTpa-
tpenykTtadbl NR1 u NR2, cooTBeTCTBEHHO, a TakxKe
JIBOIHBIE MYTaHTHI nialnia2. C nX ITOMOIIBIO ObLIO
ycraHoBJieHO ydacTue NR B peaknnsx oOpa3zoBaHUs
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NO, u ero BoOBJICYECHHE B IPOTEKaHMHE IIPOIIECCOB
¢dbopMUpoBaHUs KOpHEM, MHULIMALIMY [IBETCHUS U B
PETYJISILUIO YCThMYHBIX IBVKeHM [24, 25, 27]. LleH-
TpajbHas poiab NR B HUTpUT-3aBUCUMOIT IIPOOYK-
nuu NO OblIa MOATBEPKIEHA B DKCIEPUMEHTaX C
TPaHCTeHHBIMU JUHUSIMU A. thaliana, XapakTepusy-
JOIIIMMUCS TIOBBIIEHHOM mpoaykuueir NO, o0y-
clioBleHHOI oBepakcipeccueiit NIAI u NIA2 reHoB
[27]. TToHUXXEHHBIMU YPOBHSIMU 3HAOreHHOro NO
XapakTepu3yIoTcs noa l MyTaHThl A. thaliana o reHy
NOAI-6enka (Nitric oxide-associated protein 1), ko-
TOpPBIIA paHee paccMaTpUBAaJICS B KayeCTBE pacTU-
tenbHOIT NO-cuHTa3pl. B mocnemyromneM OBLIIO ycTa-
HOBJICHO, YTO JaHHBIN Oestok NOS-depMeHTOM He
SIBJIsIeTCsI, a MpyuHamIeskuT K urciay ['Td-a3 1 oka3biBa-
€T IUIEOTPOITHOE BIMSHYE HA PACTUTEIbHbBII META00-
JIU3M, B TOM YMCJIE Ha OKUCIUTEIbHYIO IPOIYKIIHIO
NO. B cBs13u ¢ yeM noal MyTaHTbI IIIUPOKO IIPUME-
HSIIOTCSI VTSI MCCIeI0BaHMSI PeTysaiTopHOU posii NO
B pactenusix [ 15, 33]. Tpoitnsie nia IniaZ2noa l MyTaHTBI
A. thaliana c nepunutHoit NO-TniponyKuuein mposis-
JISTIOT TUIIEPYYBCTBUTEIBHOCTh K HEIOCTATKY BJIaru,
CBSI3aHHYIO ¢ HapymeHusIMu ABK-KoHTpompyeMbIx
YCTBbUYHBIX IBVMXKCHUII, UTO MOATBEPXKOAACT BAXKHYIO
ponb NO B peryasiinuu 3aCyXOyCTOMUYMBOCTU pacTe-
Huii [15, 34].

Hnsa A. thaliana oxapakTepn30BaHbI #0x [ MyTaHT-
Hbl€ JJUHWUM C MOBBIIIIEHHOU Tpoaykuueit NO ¢ ne-
¢exkramu 1o reny CUEL (chlorophyll a/b binding
protein underexpressed 1), KogupymoIlIeMy XJIOpO-
TJIaCTHHIN hocoeHoanmupyBar/pocdar TpaHCI0Ka-
top [35]. B aTX MyTaHTax BBHISIBJICHO IIOBBIIIEHHOE
colepkaHWe apruHMHa, 4eM, II0-BUAMMOMY, OO0y-
CJIaBJIMBAETCsl CBEPXMPOAYKIINS B HUX OKCH/A a30Ta,
ogHako CUEI-3aBucuMblii MeXxaHU3M 00pa30BaHUsI
NO noka He mousareH [32]. Tem He MeHee, noxI nn-
HUU OBbUIM YCTIEIIIHO MCMOJb30BaHbl B MPOTEOMHbBIX
HCCIIETOBAHUSIX, IIPOBEACHHBIX C IIOMOIIBIO IByMEP-
Horo 31eKkTpodopesa ¢ nocneayommumMm MALDI-TOF
MS-aHanu30M MpU U3YYEHUU TIPOPUIIST U UACHTU-
dukaumm NO-monpynmpyembix OenkoB [32, 35]. C
TOMOIIIBIO IPYTUX MYTAHTHBIX TUHUI gsnor [-3 ¢ TIOBbI-
IIeHHBIM coaepxkaHueM NO, neULIMNTHBIX TT0 S-HUT-
posomnyratnoH penykraze (GSNOR), uccienoBaiach
POJIb ITpo1iecca S-HUTPO3WIMPOBAHUS B PETYJ/ISIIIMHI aK-
TUBHOCTH pa3INYHbIX 0e1KoB [17]. B yacTHOCTH, ObUTIO
YCTAHOBJICHO, YTO TPU S-HUTPO3MIMPOBAHUM MOIY-
mapyetcsas aktuBHOCTb NADPH-okcmnnaswer, 3ameii-
CTBOBaHHOI B MpOrpaMMMpPYeMOii KJIETOYHOI cMep-
™ [36], NPR1-6enka, ak TUBUPYIOIIETO SKCITPECCHIO
TE€HOB 3allIMTHHIX OEJIKOB MpU MH(MUIIUPOBAHUU Ma-
toreHamu [17], u SnRK2-nmporenHKnHa3b1, BOBJIEKA-
emoil B ABK-3aBucumoe NO-omocpenoBaHHOE 3a-
KpbITHE yeThull [37].

K HacTostieMy BpeMeH MoIy4YeHbl TpaHCTeHHEIE
JuHUM A. thaliana ¢ KOHCTUTYTUBHOM 3KCIIpeccueii
reHa HeiipoHHoi NO-cuHTasbl Kpbic (nNOS) [38], re-
Ha OtNOS NO-cuntasbl Bonopocieit Ostreococcus tauri
[39] u nunum O. sativa, sxkcnpeccupylomue nNOS
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reH miexkonuTaiomux [40]. C ucrmonb30BaHNEM 3TUX
TPaHCTEHOB ITPOBOAMJIMCH SKCIIEpUMEHTaIbHbBIE pa-
60THI, 1O BhIsIBIcHUIO poii NO B pa3BUTUU YCTOI-
YUBOCTU PACTEHUI K OKUCIUTEILHOMY CTpeccy, 3a-
cyxe u 3acoyieHuto [15, 32, 38—40].

Cpenn KOIMYeCTBEHHBIX METOIOB OLIEHKU DHI0-
reHHoro NO HanboJjee JaBHUM U XOPOIIIO U3BECTHBIM
crrocoboM gBiseTcd MeTon I prcca, ocHOBaHHBIN Ha
00pa30BaHUU a30TKPACUTEIISI C MAKCUMYMOM MOTIJIO-
meHus npu 540 HM, KOTOPO€E OLIEHUBAIOT CIIEKTPO-
doromeTpuuecku [20, 41]. Bobimoit MaccB TaHHBIX
TMOJIy4eH C MTOMOIIBIO 3JIEKTPOHHO-NIAapaMarHUTHOTO
pe3onanca (DI1P), razoBoii xpomarorpadun, Ops-
MO M HENpsIMON XeMWTIoMUHUcLeHIMM [16]. s
nerexkiyy NO nmocpeacTBoM KOH(MOKaIbHOM MUKPO-
CKOIUU UCIIOJIb3YIOTCS (DIIyOpPECIeHTHBIEC KPACUTETN
muamuHogyopecunabl (DAFs) m ux pasnmuHbie
MoaudUKaLIMKU, KOTOPbIE TTO3BOJSIOT YETKO OTCe-
KUBATh U3MEHEHUSI YPOBHS S3HIOreHHOTo NO U BBI-
SIBJISITb MECTA €T0 0Opa30BaHUs B PACTUTEIbHBIX TKA-
Hsx [12, 20].

2.1. YYHACTHE NO B PET'VJIAUMN
POCTA U PAZBUTUA PACTEHUN

B Hacrosiiiee BpeMsi ToJiydeH OOJbIION MaccuB
JNIaHHBIX, YKa3bIBAIOIIMX Ha BBITIOJHEHWE OKCUIOM
a30Ta KapAWHAaJIbHO BaXXKHbBIX (PYHKIIUI B XO1e BCETO
JKU3HEHHOTO 1IMKJIa paCTeHU I Ha Pa3HBIX CTAAUSIX UX
pPa3BUTHUS B HOPMaJIbHBIX YCIOBUSIX TTPOU3pACTAHUS.
[oxka3aHo ero yyactue B peryjisiliMy MOKOsS U Ipo-
pacTaHUsI CEMSTH, KIIETOYHOTO 1IMKJIa, BEreTAaTUBHOTO
pocra, muddepeHIUALNN TKaHEKH, (HOPMUPOBAHUS
ApXUTEKTYpPbl KOpPHEM, pa3BUTHUSI CUMOMOTUYECKMX
CBsI3eil, IBETEHUS U CO3peBaHusI IU1oaoB [8, 18, 42].

Okcua a30Ta XapaKTepu3yeTcsl IPKO BbIpaXkeHHOM
CIIOCOOHOCTBIO MHIYLIMPOBATh IpOpacTaHUE CEMSH,
CTUMYJIMPYS BBIBEICHNE UX U3 COCTOSIHUS IMTOKOST, KO-
TOpoe ObLIO MPOJAEMOHCTPUPOBAHO Ha MpUMeEpe pas-
HBIX PACTUTEIBHBIX O0BEKTOB (Tabi. 1), B YaCTHOCTU
A. thaliana, samens Hordeum vulgare L. [43], canata
Lactuca sativa [44], mmuenuusl Triticum aestivum L.
[45]. Ha npumepe L. sativa 66110 MOKa3aHO, YTO UH-
IYLIMPYIOIINIA IIpopacTaHue ceMsH 3¢(EKT TOHOPOB
SNP unu SNAP Hocu 10303aBUCUMBIN XapaKTep U
HUBEJIUPOBAJICS IIPU UCIONb30BaHUM NO-CKaBeH-
mxepa cPTIO [44]. O6padoTtka cemstH HyTta Cicer
arietinum noHopamMu NO BbI3bIBaJIa B HUX UHIYKIIAIO
9KCIPECCUM T'€HOB T'eKCOKMHa3bl 1, pochodppykTo-
KMHAa3bl 6, MUpyBaT-KUHA3bl, O-aMWJa3bl, CBSI3aH-
HBIX C YTWIM3alMell caxapoB, U aKTHUBAIUIO T€HOB
HUKIUHOB (cyclin-D4-1-like u cyclin-B1-4-like), 3a-
JIEAICTBOBAHHBIX B MPOIIECCE PETYJISIIUN KIETOYHOTO
nukia [46]. Torma xak B ceMeHax MIIEHMLbI MO
BiusiHUEM 3K30reHHOoro N O Ha0J1101aJI0Ch ITOBBIIIIE -
Hue (GepMEHTATUBHON aKTUBHOCTH [-aMuiasbl U
ypoBHs okuciaeHusi NADPH, yem oOyciaBnuBaeTcst
YCHJICHHE TIPOLIECCOB THAPOJIM3a IIOJIMCaXapuaoB U
neHTo30(pocGaTHOTO TIYTU KaTaboJmM3Ma TIIIOKO3HI,
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COOTBETCTBEHHO, UTO B 11€JIOM MOTJIO HATU CBOE OT-
pakeHue B CTUMYJISILIUY ITpopacTaHus ceMsiH [8, 47].
NO-HMHIYLMPOBAHHOE YCUJIEHNE aKTUBHOCTHU [3-aMu-
Jia3bl ¥ CTUMYJISILIMSL TTpOpAcTaHusl HaOII01a1ach TakKe
npu obpabdotke cemsiH stuMeHs1 (Hordeum vulgare L),
cou (Glycine max L.), puca (Oryza sativa L.), KyKypy3bl
(Zea mays L.), pesyxoBunku Tansa (Arabidopsis thali-
ana L.), apOyza (Citrullus vulgaris), panca (Brassica na-
pus L.), unauiickoit ropuniibl (Brassica juncea L.) [47].

IlepBbie cBeneHust o BoBiaeueHUU NO B peryJs-
1IMI0 BEreTaTUBHOIO POCTa ObUIM TOJIyYeHbl MOYTHU
TPU NEecATUIIETUS] Ha3al, Korja Obljia BbISIBJIEHA Ofl-
HoBpeMeHHast aMuccusi NO 1 3TujieHa cCTaperoluMu
JcThsiMu ropoxa [48]. I1pu 3ToM B HU3KMX KOHIIEH-
TpalMsIX OKCHJI a30Ta CHUXXaJl MHTMOUpYylolee Aeii-
cTBME AeulMTa BJard Ha pocT JIMCTbeB. biaromnpu-
saTtHoe aelictBue NO Ha pOCT JIMCThEB OOBSICHSIIOCH
€ro CroCOOHOCTbIO TOHUXKATh YPOBEHb COJIEPXKAHUS
B Hux 3TuiieHa [8, 48]. MHKyOuMpoBaHUEe KOHUYMKOB
KOpHeii 3-CyTOUHBIX MTPOPOCTKOB KYKYpPY3bl B IMpU-
CYTCTBUM pa3nnuHbIX 1oHOpoB NO, Bkinouyass SNP,
GSNO, HUTPUT HATPUSI U HUTPOLIMCTEUH, CTUMYJIN-
poBaio ux aaoHranuio (ta6a. 1) [8, 49]. NO unagynu-
pOBaJI 1€3TUOJUPOBAHKE TUTTIOKOTUISI PAaCTEHUI ca-
JlaTa, OAABJIsIsl TIPU 3TOM YBEJIWUYEHUE €TI0 JIMHEHHBIX
pa3mepoB [44]. [IpucyTcTBUEe B cpelie mpopacTaHUs
SNP B koHueHTpauusx ot 50 no 200 uM crioco0cTBO-
BaJIO YBEJIWUYECHMUIO JIMHEWHBIX pa3MepOB 4-CyTOYHBIX
MPOPOCTKOB MIIEHUIIBI U aKTUBALIUU MTPOLIECCOB KJie-
TOYHOTO JEJIEHUSI, O YeM CBUIETEILCTBOBAIU MMOKa3a-
TeJIM MUTOTUYECKOTO MHIEKCa alTMKaJIbHOI MepucTe-
MBI KopHeii [45]. B monb3y BeITOTHEHUS BaXKHOM PO
NO B peryasumu TPOLIECCOB BEreTaTUBHOIO POCTa
cJTy>KaT JaHHbIe 0 AedeKTax B pa3BUTUM KOpPHEN, 3a-
MEJJIEHUM pOCTa Mo0eroB U HapylleHUU 1IBETeHUS Yy
Atnoa I MyTaHTHBIX TUHWM A. thaliana, xapakTepu3yro-
IIUXcsl CHIKeHHoM npoaykiueid NO [15, 33].

Ilpu uccnenoBanum ydgactuss NO B peryisiiniu
MPOLIECCOB LIBETEHUSI ObLJIO BBISIBICHO €TI0 OMOJIaXKU -
Balollee IeHCTBHUE, KOTOPOE TIPOSIBIISIETCS B TOPMO-
JKEHUH TIepeXo/Ia paCTUTEILHOTO OHTOTeHe3a OT CTa-
I BEreTaTMBHOTO pOCTa K PEeNpOAyKTUBHOM (dase
pasBuTus. B momb3y omomakumBarommx 3QdeKToB
OKCHJIa a30Ta CIIy>XKaT JaHHbIe 0 OoJiee MMO3THEM 3a-
BeTaHUU cBepx npoayuupywiux NO noxI-my-
TaHTHBIX TUHUI A. thaliana [35], a Takke DaHHBIE 00
YCKOpPEHHOM TIepexojie K Ipolieccy 1BeteHuss NO-
IeULUTHBIX nosl-myTaHTOB A. thaliana [50]. Tlpu
perynaimu 1BeteHuss NO HTpaeT posib KITIOUYEeBOTO
KOMITOHEHTAa B Mpolieccax BOCIPUATHS (HOTOMEPUO-
Jla, pocTa M B3aMMHOI OpUEHTAlUMU MUKPOIWIE U
MNBUIBLIEBBIX TPYOOK [51]. OMmomnaxuBaloninii 3¢pheKT
NO npu LIBETEHUM MOXET OBITb CBSI3aH C €r0 aHTU-
OKCUAAHTHOI aKTUBHOCTbHIO. OKa3bIBasi BAUSIHUE Ha
MPONYKIINIO ackopbaTa, a TakKe Ha aKTUBHOCTH
KCAaHTUHOKCHUIA3bI U CYTIEPOKCUTUCMYTA3hI B IIBET-
Kax, KaTaIM3UPYIOIIMX peaklMM pacrnaia MepeKrucu
W HeUTpalm3aluy cynepokcun annona, NO Moxer
CITOCOOCTBOBATh TOPMOXKEHMUIO ITPOIIECCOB CTAPEHMUS,

U YBEJIMYMBATh MPOJOJIKUTEIBLHOCTh MepUOoIa 11BETe-
Hus [8]. Takue a3ddexTtei NO MOryT mpencraBisiTh
MpaKTUIECKU MHTEepeC ISl 1eKOPaTUBHOTO 1IBETO-
BoncTBa [18].

NO BHOCHUT BaXHBII BKJad B IPOLIECCHl pocTa U
Pa3BUTHSI KOPHEBOM CUCTEMBI, BBITIOHSISI POJIb KITIOUe-
BOIo MHTEpMeauaTa B ayKCUH-3aBUCUMOI Perysiivuu
¢opMUpoOBaHUs apXUTEKTYphl KOopHei [8, 18, 52, 53].
Oo6paboTka foHopoMm NO pacTeHmnit TOMarTa u orypiia
OKa3bIBajla Ha HUX ayKCUH-TIOMOOHBIN 2 (dEKT, KO-
TOPBII IPOSIBIISIICS B YBEJIMYESHUN CTEIICHU pa3BETB-
JIEHHOCTHU KOPHEBOI CUCTEMBI, CBI3aHHON C aKTHBa-
LIMei pocTa GOKOBBIX M MPUAATOYHBIX KOpHE Ha ho-
HE 3aMeJIEHUSI PpOCTa MEPBUIHOTO KOpH: (Tadi. 1)
[52, 53]. C nomompio OT-TTLP ananu3a ObLIO BEISIB-
JIeHO, yTo 1o BiausiHueM NO o6pabOTKU B OTpe3Kax
KOpHEI ToMaTa IIPOMCXOIMIIO YCHICHHUE SKCIIPECCH -
OHHOM aKTUBHOCTH TeHOB LMKINHOB CYCD3;1 mn
CYCAZ2; 1, cBsI3aHHBIX C MPOlieccaMU KJIETOUYHOTO Jie-
JIEHUSI, YTO MOXKET UTpaTh CBOIO posb B NO-3aBUCH-
MBIX IIpolieccax KopHeoOpa3oBaHus [54]. Ha TtecHoe
B3aumozeiictBue NO ¢ ayKCMHAMM TIpU PeryJsiiiiu
pa3BUTHsI KOPHEBOII CUCTEMBI YKa3bIBAIOT JaHHEIE 00
narnonposannn W YK-3zaBucumoro obGpasoBaHUs
MPUIATOYHBIX KOPHEil B pacTeHUSIX Oryplia Mo BJIu-
sHueM ckaBeHmkepa NO [8]. B pacrenusax canara
NO unnynuposan nuddepeHIIanumo cneuuduae-
CKMX KJIETOK 3IIUAepMHUca — TPUX00JacTOB C oOpa-
30BaHMEM KOPHEBBIX BOJIOCKOB. YBEINYCHHUE YPOB-
Hs NO B KOpHEBBIX BOJIOCKAX cajiaTa Ip1u oopadboTKe
1-Hadtun ykcycHoit kucinoroit (HYK) nmonreepxkna-
€T eTr0 yJ4acTre B KOHTPOJIMPYEMEIX ayKCMHAMM IIPO-
neccax KopHeobpazosaHud [ 18, 55].

VYuureiBas TOT (pakT, 4T0 POPMUPOBAHNE KOPHE-
BOI1 cCTeMBI ocymiecTBiaseTcs ¢ yaactueM NO, cra-
HOBUTCSI SICHOI €ro pojib B PEryJjsluU IPOLEeCcCOB
MUHepalibHOTO NuTaHus. MMeroTcst cBeieHus1 o BO-
BaedeHnn NO B peryiasiudio roMeocTa3a Makpo- U
MUKpPO3JIEeMEeHTOB, BKJItouast a3oT (N), docdop (P),
kammit (K), maraumit (Mg), uusaK (Zn), xene3o (Fe)
nT.a. [18]. Dk3orenHas NO o0paboTKa pacTeHUI
KyKypy3bl CHOCOOCTBOBaJIa TPENOTBPAILICHUIO WHIY-
LIMPYeMOTOo AeDULIMTOM 3KeJjie3a pa3BUTHSI XJI0po3a JIU-
CTheB (Tad1. 1), YTO MOXKET OBITh CBSI3aHO C aKTUBALIMEM
MO/l €r0 BJIMSIHUEM 3KCIPECCHUU TeHOB XJIOPOILIACT-
HBIX 0enKoB: rbcL (Rubisco large subunit) u psbA (D1
protein) [56]. Y pacTeHwuii ToMaTa pyu HEXBATKE XKe-
Jiea B KJETKax 3MUAepMHUca KOpHel Habonancs
obIcTpbiit cuHTE3 NO, KOTOpbIii BOBJIEKAJICS B pery-
Jsiumio akcnpeccun reHoB Le FER, LeFRO1, LelRT,
3aJIeICTBOBAHHbBIX B Tpollecce MOMIOIISHUS Xeje3a
[57, 58]. Anamornunsiii 3¢pdext NO Ha aKTUBHOCTh
TF€HOB, CBSI3aHHBIX C YCBOEHUEM KeJie3a, Obl BbISIB-
JIeH B pacTeHusix orypua [58]. Dk3oreHHass NO-06-
paboTKa KUTaWCKOU KaIycThl Brassica chinensis L.
CHUXajla MHrubupymollee aeicTeue aeduluTa xe-
Jie3a Ha IIpoTeKaHue peakuuil ¢orocuHTe3a [59].
Okcun azora coco6CTBOBAT PEMOIYJISILIUU CTPYKTYPbI
KOpHel B ycioBusx aedunura docdopa uim Kanus,
®U3UOJIOTUS PACTEHUN Ne 2
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YCWJIMBAS UX MOCTYIUIEHUE B TKaHU pacTenuii [60]. Ha
npumepe Lupinus albus 66110 TTOKa3aHO, YTO B YCJIO-
BusIX neduuura pochopa NO MHoBHIIIAET YPOBEHb
9KCCyIalliM ILIMTPATOB, CIIOCOOCTBYSI COJIIOOMIM3a-
o ¢pocdaToB B TOYBE M YIYUYIICHUIO YCBOCHMUS
docdopapacrerunem [61]. IMeroTcst cBeneHUS O TTOBBI-
meHnn ypoBHI NO B KJIeTKax B YCIIOBUSIX IeUIIATa
Kkamus [18, 62]. B pacrenusix A. thaliana NO, reHepuUpy-
eMbIi1 B OTBET Ha HEXBATKY Kajiusl, BOBJIEKAJICS B Pery-
Jsumio aktuBHocTh K*-kananos (AKT1), uro MOXeT
BHOCHTBH CBOM BKJIaJI B MOMIepxKaHNE TOMeOocTa3a Ka-
JIMS B pacTUTeNbHON KieTke [63, 64]. BzauMocBsi3b
NO c a30THBIM NMUTAHUEM PACTEHUII B HaACToOSIIee
BpeMsi He BBI3BIBACT COMHEHUII, TOCKOJBbKY OTHUM
13 OCHOBHBIX UCTOYHUKOB €r0 00pa3oBaHMs B PacTU-
TeJIbHBIX OpraHU3MaXx SIBJISTFOTCSI HUTpaT/HUTPUT-3aBU -
CHMBIE TYTH, B KOTOPBIX LIEHTPAIbHYIO POJIb UIPAET
KJTIOYEBOIT (hepMEHT a30THOTO O0OMEHA — aCCUMMJISITOP-
Hast NR [4]. NO HaxoauTcsl B LIeHTpe TOHKOI HACTpOii-
KI TOMEO0CTa3a a30Ta, IMocKonbKy NO, IIpoayLmpyeMblil
B XOJIe peaKluii aCCUMWISILIAM HUTpaTa, MOXKET MOIY-
JIMPOBaTh aKTUBHOCTh HUTPATHBIX TPAHCIIOPTEPOB,
PEeryJIMpysl CKOPOCTh IOCTYIUICHUSI HUTPATOB B KOPHU
pactenmnit [25]. Kpome Ttoro, NO urpaer MHOXKe-
CTBEHHbIE (PYHKIIMM B PEryJsiliuud pPacTUTETbHO-
MUKPOOHBIX B3aMMOASHCTBUIA 1 YCTAHOBICHUN CUM-
omoTtnyeckux cBsa3eit [8, 18].

OnmHUM M3 IIEPBHIX J0Ka3aTeJbCTB ydyacTtus NO B
CUMOMOTHUYECKUX B3aUMOJEHCTBUSIX OTHOCST JaH-
HbIE 2JIEKTPOHHO-MapaMarHuTHOro pe3oHaHca (BI1P)
00 o00pa3oBaHUM HUTPO3UI-IETTEMOITIOOMHOBBIX
(NO-Lbs) KOMIUIEKCOB B KJIyOeHbKaX KOPHE COU U
HyTa [65]. B mocnenyiomem OBIIO MOKa3aHO, YTO
B3amMonelictBue NO ¢ JerreMorioOMHaMM KiIy-
OEHBKOB MHAYLIMPOBAIOCH ITPU 00pabOTKe 3TUX pac-
TeHUI pacTBOpaMU HUTpUTOB [66]. K oGpasoBaHmio
NO-Lbs KOMIUIEKCOB ObLIN CITOCOOHBI TOJIBKO MOJIO-
JIble aKTUBHO METaOOoJIM3UpPYIoIIe KIyOeHbKH, TO-
CKOJIBKY B COCTApUBIIMXCSI CTPYKTypax TaKKMe KOM-
IUIEKChI He BBISIBISLUIUCH [65—67]. B monb3y yyactust
NO B CHMMOMOTHYECKMX B3aMMOICUCTBUSIX CBUIC-
TEJIbCTBYIOT AaHHBIC O IposiBieHnn NOS-110q00HO0M
aKTMBHOCTU B KIyOeHBKax JonmHa Oenoro Lupinus
albus [8, 68]. IlomydeHbl cBeneHUsT 00 MHULAALIAN
cuMbuo3sa y olepHbl Medicago truncatula non BIusi-
HueM pacturesibHoit NOS-nogo6Hoit 1 NR-akTuB-
HOCTH, Toraa Kak oakrepuanbHas NOS- 1 NR-akTtuB-
HOCTU, a TaKXe AbixaTteibHasi uenb N,-hukcupyro-
II1X OaKTEepUii CIIYKIJIN B KAYECTBE JOMOTHUTEILHBIX
ncrogyHnkoB NO B mpoliecce pa3BUTHSI CHMONOTHYE -
CKMX CBs13eii [69]. YcTaHOBIEHO, UTO JIUMOITOJIMCaXa-
pUOBI, CUHTE3UpyeMble Ha ITOBEPXHOCTH KJIETOK Me-
sorhizobium loti, HeoOXoaUMBIE IJIsI PACTUTEIBHO-PHU-
300MaJILHOTO PACIlO3HABaHUSI B KOPHSIX pacTeHUit
Lotus japonicus, sBistorcss NO-MHIyHUPYeMBIMU
dakropamu [70]. PeryngropHas poinb NO BbeIsIBIcHa
IPY Pa3HbIX TUIIaX CUMOMO30B, HAIIpUMEp, IIPU aKTHU-
HOPM300MAaJIbHOM B3aMOACHCTBUU B KOPHSIX OJIbXU
Alnus sp., CMHMOMOTHUYECKOM B3aMMOACHCTBUM B IIPO-
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Hecce peruapataluny JUIIAaNHNKA, a TAK:Ke MUKOPH-
3001aJIbHOM CUMOMO3¢e y OJIuBHI [8, 71—73].

Takum oGpa3om, OKCHUA a30Ta UIPacT BaXKHYIO
pOJIb B pETYJISIIUY XXKU3HEACITESIBHOCTA PACTCHUI Ha
pa3HBIX CTAOUSIX UX PA3BUTHS, a TAKKE IIPHU B3aMO-
JIEMCTBUM ¢ CUMOMOHTAMM, MMOATBEPKIAsT TOT (hakT,
yto NO sgBisieTcs 00s13aTeJIbHBIM YYaCTHUKOM peaii-
3aluy (PU3NOJIOTUYECKUX IIPOrpaMM B HOPMAJIBHBIX
YCJIOBUSIX ITpou3pacTaHus. Bmecrte ¢ TeM K HacTosiie-
MY BpEMCHM IIOJIydeHbl MHOTOYMCJICHHBIC ITaHHBIE O
BopnedeHn NO B (popMUpoBaHe YCTOMUIMBOCTH pac-
TEHU K CTPECCOBBIM (paKTopaM OMOTHUYECKOro M
a0MOTUYECKOrO MPOUCXOXKASCHMS, YTO IIPEACTABIISICT
OOJIBIIION MpakKTU4ecKuii mHTepec. s odbocHOBa-
Hus nipuMeHeHusT NO Ha npakKTUKe ¢ LeJIbIO TIOBBI-
IIEHUSI YCTOMYMBOCTU U YPOXKAMHOCTU KYJIHTYPHBIX
pacTeHuii HEOOXOMMMO ITOHUMaHNE MEXaHU3MOB €TI0
3aIIUTHOIO JE€HCTBUS B PACTUTEIbHBIX OpraHu3Max.
ITockonbKy cpea abMOTUYECKUX CTPECCOBBIX (haK-
TOPOB HamboJjiee LIMPOKO pacIpOCTpaHEHEI 3acyxa,
3aCOJIeHUE, TUIIO- W TUIePTEPMUSI, BbI3bIBAIOIINE
HapyllIeHHEe BOTHOIO peXX1Ma 1 00e3BOKMBAHUE pacTe-
HUii, IPUBOMIIIMX K CYIIECTBEHHOMY OrpPaHNYCHUIO
X IPOIYKTUBHOCTU, OCOOBIN MHTEPEC IIPENCTABISICT
paccMoTpeHue 3aiuuTHOro neiictust NO Ha pacrte-
HUSI IPU BO3aeicTBUM neduiura Biaru [ 15, 16, 32].

2.2. BAIIUTHOE IEMCTBUE NO
B YCIIOBUAX JAEDOULNTA BIIATU

HaHHble 0 moBbIlIeHUU NpoayKiimu NO B pacTu-
TEeJIbHBIX OpraHu3Max MpU BO3ACUCTBUU BOAHOIO
cTpecca M aKTMBAIlUM B HUX 3alIMTHBIX ITPOTpaMM
nop, BAussHUEeM 3K3oreHHo NO-00paboTKM CBUIE-
TEJIbCTBYIOT B MOJIb3Y €0 y4acTUsl B pa3BUTUM YCTOM -
YUBOCTHU K YCIIOBUSIM AeduimTa Biaaru. B vactHocTH,
WHIYLIMPOBAaHHOE 3acyXoi ycujeHue cuHteza NO
ObLIO TTPOJIECMOHCTPUPOBAHO Y PACTEHUIA MILIEHULIBI,
nerpymiku Petroselinum crispum [74], ssamenst [75],
puca [40], B pa3HBIX IIpeACTaBUTENISIX 0000OBBIX [76], B
MOJIeJIbHOM pacTUTeIbHOM 00beKTe Arabidopsis thali-
ana [63] ¥ MHOTUX ApYTMX BUIaX pacteHuii [ 14, 16, 17].
3amuTHoe neiictBrue NO MOXeT ObITh CBSI3aHO C aK-
TUBalLlMEel OCMOIPOTEKTOPHO, a Takke aHTUOKCH-
JTAHTHOM CHUCTEeMbI 3allUThl PACTEHUI, CITOCOOCTBY1O-
el CHUXKEHUIO YPOBHS CTPeCcC-MHIYIIMPOBAHHOTO
o0pa3oBaHUs1 aKTUBHBIX (hopM kuciaopona (ADPK), u
peanmnsyeTcsl Ha MOJIEKYJIIPHOM YPOBHE ITyTeM HUTPO-
BaHUS Pa3TMIHBIX OMOITOTMMEPOB, KOTOPOE TIPUBOIUAT
K U3MEHEHUIO X MPOCTPAHCTBEHHOM KOHMUTrypaluu
1 (PyHKIIMOHATLHON akKTMBHOCTU. Tak, HUTpOBaHUE
MOTYT TIpeTepIieBaTh OEJIKOBbIC (paKTOPHI TPAHCKPUII-
1uu, odycnapnuBatoie NO-3aBUCUMBIE TIEPECTPOIi-
K1 B 9KCIPECCUOHHOM aKTUBHOCTH MHOXecTBa NO-
MHAYLMPYEMBIX reHOB [4, 14, 16—18].

IIposiBienue 3ammtHOro aeiicteus NO nHa ¢usuo-
JIOTHYeCKOM ypoBHe. Ha ¢dusnonornyeckoM ypoBHe
NMEeMCTBHE 3aCyxXH, a TaKKe 3aCOJICHUSI, HeOIarorpm-
SITHBIX TEMIIEPaTyp, MOHOB TSKETbIX METAJIOB CKa-
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3bIBAE€TCS HA COCTOSIHUY BOOHOIO PeXKMMa pacTeHUMI
[16, 17]. Ero peryasuust TeCHO CcBsI3aHa ¢ (PYHKIIHO-
HUPOBAHUEM YCTHUII, BEIIOIHSIONINX INIABHYIO POJIb
B IIpoliecce TpaHCIMpanuu. Bo3HuKamwime Ipu
CTpecce CIBUIM MEXIY YPOBHEM TpaHCIHUpaluud U1
IMOCTYIUICHUEM BOABI IPUBOMST K pa3BUTUIO BOTHOTO
neduimrTa, B pe3ysibTaTe KOTOPOTO MPOUCXOOUT M3-
MEHEHMe TaKuX MoKa3aTeJieli BOMHOTO pexXuma, Kak
oTHocutenbHOe comepxkanue Bongbl (OCB), oBon-
HEHHOCTb, BOAOYIEePKMUBAIOIIAsI M BOAOIOIIOIIAIO-
1ast CIocoOOHOCTh TKaHE M opraHoB pacteHuii [ 13].
IIpu neiicTBUM MSITKOM 3aCyXd YCTbMYHAsI IIPOBOIM-
MOCTb 1 THTEHCUBHOCTb TPaHCIIPALIMK MOTYT BO3pac-
TaTh. B yCIIOBUSIX CMJIBHOTO CTpecca yCThbUIIA OBICTPO
3akpbIBatotcd [13, 16]. Dra 3amuTHas peakius, Ha-
MpaBjieHHAs Ha OTpaHUYEHME ITIOTEPU BOIBI B pacTe-
HUSIX, PEryJIMPYETCS CJIOXHON CEThIO CHUTHAIBHBIX
MyTEN, KOHTPOJIUPYEMBIX TOPMOHAJILHOMN CUCTEMOIA,
npenmymiectBeHHO ABK, 1 ocymecTBisieTcs ¢ yda-
crueM SnRK2-niporenn kuHass [ 16, 37].

Okcua a3oTa BBICTYINAeT BaXXKHBIM YYaCTHUKOM
ABK-koHTpoMpyeMoro Kackaaa CUTHaJIbHbIX peak-
LM, MPUBOASIINX K 3aKPBITHUIO YCTHUIL B YCIOBUSX
BoIHOTrO cTpecca (tadi. 1). O6 3ToM CBUIETEIBCTBYIOT
JIaHHbIE, TIOJlydeHHbIe ¢ ucnoyb3oBaHueM NO-nedu-
LUTHBIX Atnoa l nimm nia Inia2 mytanToB A. thaliana, He
cnocoOHbIX K ABK-wHoylmpoBaHHOMY 3aKpBITUIO
ycrbuil [10, 34]. B MomeIbHBIX OMBbITaX ¢ MCIOIb30Ba-
HUEM OTPE3KOB aruaepmuca Vicia faba Oblia BeISIBISHA
MoBbIIIeHHAs MTpoayKius NO B 3aMbIKaIOIINX KJIET-
KaxX YCTBUIL TIPU UX 3aKPbITUM B TEMHOTE, KOTOPOE
3HAYUTEIBHO CHIDKAJIIOCh NMPHU 00pabOTKEe CKaBEH-
mxkepoM NO — cPTIO [77]. IIpoaykuus NO B
YCTBbUYHBIX KJIETKaX MTPU BO3IEUCTBUU 3aCyXU, a TaK-
ke npu oopadorke ABK Obl1a BeISIBIIeHAa B pacTeHM -
sax Medicago truncatula |76, Phaseolus vulgaris u Vigna
unguiculata [78]. B pacrenwusx Vitis vinifera yBenude-
Hue npoayKuu NO KoppeanpoBaJio CO CHUKEHUEM
YCTBUYHO MPOBOAUMOCTHU TIpU 3acyxe [79]. DK3oreH-
Hasts SNP-00paboTka momaBisiyla OTKPBITHE YCTBUII B
oTpe3Kax anuaepmuca Salpichroa organifolia n Trades-
cantia spp, KOTOpOe HUBEJMPOBAJIOCH IMPU UCTIOIb30Ba-
Hum ckaBeHmkepa NO (cPTIO) [80, 81]. BoBinekasich B
PETYIISIINIO YCTEMIHBIX ABKeHMiT, NO crrocobeH oka-
3bIBaTh BJIMSAHUE HA IPYTUE IMMapaMeTPbl BOOHOIO pe-
xuma pacrenuit. Tak, SNP-mpemoGpadboTaHHBIE
pacTeHus UHAUNCKOUN ropuulibl Brassica juncea nipu
[IBT-uHayuMpoBaHHOM 00€3BOXMBAHUU XapaKTe-
PUM30BAIMCh yydllleHMeM TokaszaTeseil apdekTuB-
HOCTU MCHOJIb30BaHUS BOJIbl, UTO CIOCOOCTBOBAJIO
MoAAeP>KaHU IO POCTOBBIX TTApaMeTPOB U 00Jiee BhICO-
KOMY YPOBHIO HAKOIUJIEHUSI UMW OMOMAacChl B OTJIU-
yue OT pacTeHuii, HeoOpadboTaHHBIX goHOpoM NO
[82]. OnpbickMBaHUE JUCTbEB pacTeHUi ¢u3annca
SNP B xoHueHTpauusix ot 25 no 100 uM cnoco6-
CTBOBAJIO MOJAEPKAHUIO B HUX OTHOCUTEBHOTO CO-
nepxaHust Bonbl (OCB) u (poTocMHTETUUECKOIN aK-
TUBHOCTU TIPU BO3IEUCTBUM TIOJIEBOW 3acyXu, 4UTO
OTPa3wWIOCh Ha YIy4YllIEeHUM MOoKa3aTeseil pOCTOBBIX

napamMeTpoB [83]. AHaJOTUUHBIE PE3yILTaThl OBIITN
MOJIydeHbl Ha TIpUMepe pacTeHUl caxapHOro TPOCT-
HuKa Saccharum spp., B KoTopbix NO-uHIyLUpYeE-
Moe nomaepxanne OCB B KOpHSIX B YCIIOBUSIX BOI-
HOTO CTpecca COMPOBOXIAIOCH MOBBIIIIEHUEM B HUX
YPOBHS (POTOCUHTETUYECKOM aKTUBHOCTU U HAKOI-
JIECHWEM CBHIPOI 1 Cyxoii Macchl [84].

IIposBsienue 3amutHOro aeiicrBua NO Ha OMoxu-
MHYECKOM ypoBHe. Ha OMoxnMmuyecKoM ypoBHE Aeii-
CTBHUE O0E3BOXMBAHUSI HEraTMBHO OTpaXkaeTcsl Ha
MIPOTeKAaHWU pa3HbIX 3BEHbEB MeTa0O0IM3Ma, Cpeau
KOTOPBIX IPUHIUITMAILHOE 3HAau€HUE MMEET IpO-
ecc porocuHTe3a. CHUXKEHUE CKOPOCTU (DOTOCHH-
Te3a MOXET OBITh CJIEACTBMEM YMEHBIIIEHUS TLIOIIA-
oy nucrta, Hegoctarka CO, B JIMCThSIX, BBI3BAHHOTO
3aKpbITUEM YCThUI] U HApYILIEHUEM peaKInii ero ac-
CUMWISIIVH, TIOJABJICHMUS CHUHTE3a XJIOPO(UIIOB,
KapOTMHOMUIOB U AO0ABOYHBIX MUIMEHTOB, pa300-
LIEHUSI ITPOLIECCOB TPAHCIIOPTA 3JICKTPOHOB U (POTO-
dochopunrpoBaHusi, UBMEHEHUI B CTPYKTYpPE XJI0-
poruiactoB [16] DkcnepuMeHTAILHO JOKAa3aHO yda-
ctue NO B noaaep>kaHUM aKTUBHOCTU (POTOCUHTE3A
1 COXpaHEHUU LEJIOCTHOCTU (POTOCHMHTETUYECKOTO
anmapara y IOABEPrHyThIX BOOIHOMY CTPEeCcCy pacTe-
Huit (Ta6i. 1) [14, 16]. B aT0i1 cBsA3M clieayeT HAoOM-
HUTb, YTO BaXXHBIM CaiiToM IpoayKunu NO B KJIeTKax
aBIIIrOTCS Xmoporuractel [4, 85]. B dorocucreme 11
(DCII) BhIIBICHBI YY4acTKU B3aumoaeiicTeusi ¢ NO,
JIOKAJIM30BaHHbBIE MEXKIY IIEPBUYHBIMUA 1 BTOPUYHBI-
MU aKIENTOPaMM 3JIEKTPOHOB XMTHOHOBOI MPUPOIbI
[14, 85]. BogHBblii cTpecc MHAYLIUPYET AUCCOLIUALINIO
6a30BbIX 0eaKOoBbIX KoMILIekcoB B @CII, necradbu-
JIM3UPYSI UX CTPYKTYPY W BBI3bIBAsT HApYyIICHUS B
MpoTeKaHUMU (OTOCUHTETUUECKUX peakuuii. Om-
HUM 13 MexaHu3MOB NO-0IlocpeoBaHHOM 3allli-
Thl (DOTOCMHTETUYECKOrO ammapara SIBJISICTCS yda-
ctre NO B cTabunusaiyu CTpyKTypbl (DyHKIIMOHATb-
Hbix 6esikoB @ CII nipu 3acyxe [14]. Hapsiny ¢ aTum NO
BOBJIEKAETCSI B PETYJISIINIO aKTUBHOCTH T€HOB, CBSI3aH-
HbIX C (DOTOCUHTE30M, B YACTHOCTU psbA reHa nieHu-
b1, kogupytoniero D1 6enok B MCII. IMokazaHo, yto
noaaepxaHue rmpoiecca HoBooodpa3zoBanus D1 6enka
CcnocoOCTBOBAJIO penapalii UHAKTUBUPOBAHHBIX pe-
akimoHHbIX LIeHTpoB ®CII 1 HopManbHOMY IIpOTE-
KaHH1IO (DOTOCMHTETUYECKMX peaKIInii Ha CTaauy Ha-
JIMBa 3epHAa B pacTeHMSIX MIIeHULIBI [ 14, 86].

TopMozkeHre (DOTOCUHTETUYECKUX PEaKIIMii TaKXkKe
MOXKET 00yC/aBIMBaTLCSI MHTMOMPOBaHUEM aKTMBHO-
CTU KJTIIOYEBBIX (pepMEeHTOB (POTOCHHTE3a BCJICACTBUE
A®DK-nHIyunpyeMbix KOH(POPMALIMOHHbBIX HApYIIIe-
HU1 UX OEeJIKOBbIX MOJIeKyJd. OrpaHu4yeHue MocTyIl-
senust CO, npu 3acyxe NPpUBOJIUT K CHUXKEHUIO YPOB-
Hs1 BocctaHopieHuss NAD(P)™ no NAD(P)H B xio-
poIuIacTax, BhI3bIBAsI YCUIIEHME MOTOKA 3JEKTPOHOB
Ha MOJIEKyJISIpHbIiA kuciaopon (O,), KOTopoe conpo-
BOXIIA€TCS TIOBBIIICHUEM MPOAYKIIMM CYNEepOKCHUI

annona (O5 ). Ero GbicTpast aucMyTaius MpUBOIUT K
oOpazoBaHMIO0 MHOXecTBa npyrux dopm ADPK, Ha-
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npuMep, TuapoKcuibHOro panukaia (OH ), mepekucu
Boznopona (H,0,), cunmierHoro kuciopona (10,), 06-
JIaaoIIMX YPE3BbIYAHO BBICOKOM pPEeaKIMOHHOM’
crrocooHocThIO [87]. IIpy M30BITOYHOI ITPOIYKIINHA
A®K HauMHAaOT CaMONPOM3BOJILHO U Hecnenduye-
CKM B3aMMO/JIEMCTBOBATb C Pa3IMUYHBIMU MOJIEKYJIISIP-
HBIMU KOMIIOHEHTaMM KJIETKU, BbI3bIBasl CEPbE3HbIE
TOBPEXIECHUSI CTPYKTYPhl U (byHKLMIA OMoMeMOpaH,
U3MEHEHMUSI MPOCTPAHCTBEHHOI OpraHu3aluu 6eJKOB
M HYKJIEWMHOBBIX KuciaoT [17, 87]. HeratuBHBIM mO-
cJIeICTBUEM KOH(MOPMAIIMOHHBIX U3MEHEHMI OeIKO-
BBIX MOJIEKYJT (DEPMEHTOB CTAHOBUTCSI HApYLLIEHNE UX
(YHKIMOHAJIbHOW aKTUBHOCTU, KaK 3TO ObLIO BbISIB-
JIEHO 111 (pepMEHTOB, KaTaJIM3UPYIOIIUX PEAKIIMU
mukiia KansBuH-beHcoHa, Bkioudasi puOyio3o-1.5-
oucdocharkapOoKcraazy/OKCUreHasy RuBisCo
(ribulose-1.5-bisphosphate carboxylase/oxygenase),
mmnepanbaerua-3-pocdataeruaporenasy GAPDH
(glyceraldehyde-3-phosphate dehydrogenase) u ¢oc-
¢dopudynokuHazy PRK (phosphoribulokinase) [82].
Kpome Toro, Bei3biBasi pparmeHTanuio Mmojekya JIHK,
A®K MHIyIHMpPYIOT TIPOIECCh MyTareHe3a W OCTa-
HOBKY KJIETOUHOTO LIMKJIA, YTO MPUBOIUT K TUOENIU
KJIETOK M BCETO opraHm3Ma B 1iejioM [16, 82]. Heii-
tpamu3anmsa APK ocymiecTBiaseTcs ¢ ydacTueM aH-
TUOKCUJIAHTHOI CUCTEMBI, BKIIIOUalleil pepMeH-
TaTUBHbIE U He(epMEHTATUBHBIC KOMITOHEHTHI |14,
16, 17, 87]. K aHTMOKCHUIAHTHBLIM (pepMeHTAM OTHO-
CSITCSI, B YaCTHOCTHU, cyrepokcuaaucmyrtasa (SOD),
katajna3a (CAT), nepokcugasa (POD), ackopbarne-
pokcunasza (APX), monmudenonokcunasa (PPO) u op.
K yncny aHTMOKCHIAaHTOB He(EepMEeHTAaTUBHOM TIpU-
pOIbl MpUHAAIEXaT TOKOMEPOsbl, KapOTUHOUBI,
ackopOMHOBasi KMUCJOTa, TOJUAMUHBI, HEKOTOpPbIE
OeIKU, TIETITUABL U aMUHOKHUCIOTHI, HAIIPUMEp TIy-
TaTUOH U TIpoJivH [16, 17].

Pone NO B cMsr4yeHMM HeraTMBHBIX 3(PdheKToB
ADK, mpomyumpyeMbIX IIpU 3acyxe, ObLIa IPOAECMOH-
CTpUpPOBaHA B MHOTOYMCIIEHHBIX 3KCIEPUMEHTAIb-
HbIX pabortax (Tadj. 1). BbUIO BBISIBIEHO CHUXXEHUE
MIPOAYKIIMY CBOOOMHBIX JIMITMAHBLIX paguKalioB (R*),

cynepokcun aHuoHa (O)), TMepeKucH BOIAOPOIA
(H,0,) u npyrux cBOOONHO-PaAVKATBLHBIX MOJEKYJ
non, BimstHueM NO [14, 16, 17, 81]. OnpeickuBaHue
npopocTKoB cou Glycine max pactBopom SNP (100 uM)
CIIOCOOCTBOBAJIO MX 3AIIMTE OT OKUCIUTEIbHBIX MO-
BpEXIEHUI IpU Bo3aecTBUM 00e3BoxXuBaHus (10%
nm 15% PEG), o yeM CBUOETENbCTBOBAIN TaHHBIE
M0 CHMKEHUIO aKKYMYJISILIMU B IIPOPOCTKAX IMEPEeKU-
cu u MJIA, aktuBHOCTU jJunokcureHassl (LOX) u
YPOBHS 3K30cMoca 3JIeKTpoauToB [88]. Kpome Toro,
NO-o06paboTaHHBIE pacTEeHUS COM XapaKTepU30Ba-
JIUCh TIOBBILLIEHUEM aKTUBHOCTM aHTUOKCUIAHTHBIX
depmenToB SOD, CAT, POD, APX, PPO. B cniektp
NO-nHAYIMpPYEeMBIX 3alIUTHBIX peakKIUii pacTeHUM
COU OT OKUCJIUTEbHBIX TIOBPEXIAECHUN TPU 00E3BO-
KMBaHUY MOTYT BOBJICKATHCSI BTOPMYHbBIC METAOOJINTHI,
nockojibKy NO-o06paboTka mpopocTkoB Glycine max
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CIOCOOCTBOBAJIa IOIIOJHUTEIFHOMY HAKOIUICHUIO
IIpU cTpecce MoarupeHOJIOB, (pJ1aBOHOUIOB U TOKO(de-
pOJIOB, a TakKKe akTuBaluu (epMEHTOB (peHmIana-
HUH-amMMuak-anassl (PAL) n THpo3nH-aMMuak-ima-
3bl (TAL), BoB/IeKaeMbIX B OMOCUHTE3 (DEHOJBHBIX CO-
equHeHUiT 1 ¢iraBoHOUIOB [88]. MIMeloTCcs1 JaHHBIE,
yto cHIXeHne AOK-MHIymupyeMoro YpOBHSI niepe-
KMCHOTO OKUCJICHMS JIMITUIIOB B IIPOPOCTKAX JIFOLIEP-
Hbl Medicago sativa L. MOXeT OBbITb OMOCPEAOBAHO
yepe3 MAPK-3aBucuMyro aKcripeccuio reHOB aHTH -
okcumaHTHBIX depmeHTOoB [38]. Ilpenmosaraercs,
yto akTuBHOCTE SOD, CAT, APX, nermapoackop-
0aTpeayKTa3bl MOXKET PEryJIMpoBaThbCs Yepe3 Mexa-
HU3M S-HUTPO3WIMPOBAHMUSI, 4YTO MOXET WIpaTh
CBOIO POJIb B 3allIMTE KJIETOUHBIX CTPYKTYP ITOM, BIIUSI-
aHueMm NO [17, 38, 89]. Kpome Toro, NO moxeT oka-
3bpIBaTh CTAOMIM3MpYIollee AeiicTBre Ha pocdoam-
U6l MeMOpaH, o0ycIaBIMBasl MOMIePXKaHUE UX Te-
Ky4eCTH U DJJIACTUYHOCTH B HEOJIAaronpUsTHBIX
ycaoBusx [18, 90].

YCTOYMBOCT pacTeHUil K 3acyxe BO MHOTOM
OIIpeNeNIACTCS NX CITOCOOHOCTBIO K OCMOPETYIISIIINH,
CBSI3aHHOI C aKTUBHOCTBIO OCMONPOTEKTOPHOI CU-
cTeMbl, (PYyHKIIMOHUPYIOIIEH MPpU ydyacTUU pas3iny-
HBIX OCMOTUYECKN aKTUBHBIX COCTUHEHMI, K YUCITY
KOTOPBIX MPUHAIICKUT TeTEPOLMKINYECKass MMU-
HokwucyioTa nipoiauH [91]. OH xapakTepusyeTcs Bbl-
MMOJTHEHUEM MHOXKECTBEHHBIX 3aIIUTHBIX (DYHKITMI
npy 00e3BOXKMBAHUN PACTUTEIBHOM KJIETKH. XOPO-
1110 M3BECTHA POJIb MPOJIMHA B MOMIEePXKaHUU (DyHK-
IIMOHAJIPHOM aKTUBHOCTH OCJIOKCHHTE3NPYIOIIETO
anmnapara [14, 91]. K HacTosimeMy BpeMeHHU I10Iyde-
HbI CBEICHUS 00 YCUJICHUU NHIYLIUPYEMOTO 3aCyXOi
cuHTe3a TipojuHa Ton BiausHHeM NO B pasHBIX
KyJIbTypax, HallpuMep B paCTCHUSIX IIIIEHUIIBI U prica
[14, 86, 89]. KoHCTUTYTMBHAST SKCIIPECCUST KOTUPY-
oiero NO-cuHTtasdy Kpbickl (NNOS) TpaHcreHa B
pacteHusix Oryza sativa COTIPOBOXIAIACH TOBHIIIIE-
HYEeM YPOBHS HaKOTUJIEHUS TPOJIMHA, UHAYLIUPOBaH-
HOTO MpU BO3ACHCTBUU 3acyxu WM 3acojieHus [40].
VYcunenume cuHTe3a mpoiwHa 1on BausgHueM NO B
YCIOBUSIX Ae(pULINTA BIaru TaKXKe BbISIBISIIOCH B IpY-
IMX BHUIAX pacTeHWil, Kak Hampumep, Glycine max,
Lycopersicon esculentum, Ginkgo biloba, Triticum aes-
tivum (taba. 1) [15, 88]. BMecTe ¢ TeM HYXXHO OTMe-
THTh, YTO B HOPMAJTBHBIX YCIOBHSIX ITPOU3PACTAHUS
SNP, xak mpaBuio, He OKa3bIBAcT CYIISCTBEHHOIO
BJIMSIHUSI HA cofiepkaHue nmposinHa. CyllecTByeT MHe-
Hue, 9T0 NO-MHAYIIMPOBaHHOE HAKOIJICHUE TIPOJTH-
Ha HOCHUT, BEPOSITHO, CTPECCO-CIelnbUIecKrii Xa-
paKTep U 3aBUCHUT OT CTETNIEHU CTPECCOBOI Harpy3KHu.
Hna ycranoBieHust pon NO B peryJIsIiui CUHTE3a
MPOJINHA U TIPOSIBIICHUST €ro 3alllMTHBIX CBOWCTB B
pacTeHUsIX B HOpME U MTPU BO3AECHCTBUU CTPECCOBBIX
(akTOpOB HEOOXOAMMO TIPOBEACHHE TOTIOTHUTEIb-
HBIX McciieqoBanuii [ 14, 15]. JIpyrum BaxkKHBIM OCMO-
MPOTEKTAHTOM PaCTEeHUil SIBIsIeTCSl TIULUMH-0eTauH
(GB), xoTOpHIit MOXET OBITh Y4acTHUKOM NO-3aBu-
CHMBIX 3aIIMTHBIX peakinii. B momb3y aToro npemro-
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JIOXKEHUSI CBUACTEIBCTBYIOT PE3yJbTaThl OILITOB, B
KOTOPbIX OBLIO IMoxKazaHoO, YTO OIIPBICKMBAHMUEC JIN-
CTbEB KYKYpPY3bl JOHOPOM NO CTUMYJIMPOBAIO B HUX
aKTUBALIMIO OGeTalH-aJbIery JeTUIpOTreHa3bl U Ha-
korieHue camoro GB [15, 92]. AHamoruyHble naH-
HBIe OBLIM MOJyYeHBbI Ha IIPUMEpPE pacTeHUil cou,
MOJABEPrHYTHIX BOMHOMY CTPECCY, B KOTOPBIX AOITOJI-
HUTeNIbHAsA akKymyassuuss GB HaOmromanacek Bciend-
ctBue SNP-06paborku (Tadm. 1) [88].

3. MOJIEKYJIAPHBIE MEXAHU3MbI
PEI'YJIAITOPHOI'O 1 3AIIMTHOTO
JENCTBUA NO

ITpoueccsl NO-3aBUCMMOTO CUTHAJIMHTA peau-
3YIOTCSl B pacTeHUSIX HA TECHOMHOM, IIPOTEOMHOM U
MOCT-IPOTEOMHOM YPOBHSIX B XOJ€ MHOXECTBEH-
HBIX peaklWil HUTPOBAHUSI, OCYIISCTBISIEMBIX C
y4acTHEM Pas3JIMYHbIX HUTpUPYIOLIUX areHTOB (ADA,
GSNO, mepoKCMHUTPUT, HUTPOXUPHBIC KKCIOTHI)
[14, 16, 20]. B monb3y yyactust NO B pery/siiiu pac-
TUTEJIbHOTO MeTaboJIM3Ma Ha TEHOMHOM YPOBHE CBU-
JIETEIbCTBYIOT JaHHbIE, MOJIYYEHHbIE C MCMOJIb30Ba-
HUEM TPaHCTeHHBIX IUHUM A. thaliana, sxcripeccupy-
oIMX HelpoHHYI NO-CUHTa3y MJIEKOMUTAIOIINX
(nNOS), KoTOpBIe XapaKTepPU30BaJINCh IIOBBIIIICHAEM
TPAHCKPUIIIIMOHHOM akTUBHOCTU 184 reHOB U ee
yruetreHuem 6oJiee yem y 200 reHos [38]. B xone mpose-
JIEHUsI TPAHCKPUTITOMHOTO aHaJIM3a B PAaCTEHUSIX JIIO-
uepHbl Medicago sativa L., TOnBeprHYTHIX IEHCTBUIO
o6esBoxkuBanus (10% PEG), o6paGoTaHHBIX WIIN
HeoOpaboraHHbIX foHOpoM NO (SNP 150 uM), onu1a
BBIsIBJICHA IMddepeHIMaIbHAS 3KCIpeccust Oosee
2000 reHOB, cpenu KOoTopbIX cBbillie 800 ObLIN OTHE-
CeHBI K paspsimy NO-Momynmupyemsbix [16, 93].

NO crioco6¢cTBOBaI AOIOJIHUTETLHOMY TTOBBIIIIE-
HUIO aKTMBHOCTU T€HOB (haKTOPOB TPAHCKPUIILINU,
npuHamiexamux K cemeiicreBaMm MYB, bHLH, bZIP,
HSF u HB, BeinonHstiomux ¢GyHKIMU PETyIsiTOPOB
CTPECCOBOrO OTBeTa y pacTeHuii [15, 16, 93]. B otBet
Ha NO-006paboTKy HaOMIOmAIOCh yCUJICHWE TpaH-
CKPUITIIMOHHOU aKTUBHOCTU F€HOB, BOBJIEKAeMbIX B
curHanuHr ¢uroropmMoHoB (ABK, stuieH, aykcu-
Hbl). Tak, B MOABEPTrHYTHIX O0OE3BOKMBAHUIO MPO-
poctkax noa BiausiHueM NO MpoucXoauso MoBbIIIe-
HUe 3KcTpeccuu reHoB pelenTopoB ABK cemeiicTa
PYL (pyrabactin resistance-like) u rena SnRK2-npo-
TEeMHKUWHAa3bl, pyHKIIMOHUpYoliei npu B ABK-koH-
TpoaupyemMoM 3akpbitTuu yctbuil [37, 93]. SNP-006-
paboTKa CHMXKasa IKCITPECCUOHHYI0 aKTUBHOCTh TEHOB
STWJIEHOBOTO CHUTHAJIMHTA, Harpumep reHoB ETRI
(ethylene receptor 1), ERFI (ethylene response fac-
torl), yka3eiBast Ha TO, uTo NO MOXKeT BBICTYIIaTh aH-
TarOHWCTOM OBTUJIeHa TIpU BO3ACHCTBUU BOAHOIO
crpecca [93]. NO HuBenupoBaJ MHIMOUpYIOllee
JIeiCTBHE 3aCyXW Ha DKCIPECCUIO YYBCTBUTEIbHBIX K
ayKcuHy reHoB ceMmeiictBa SAUR (small-auxin-up-
RNAS), ¢ ueM MOXKeT OBITh CBSI3aHO MOJI0KUTEIIHbHOE
BiusiHue NO Ha pocrtoBble Tpoliecchl [93]. SAUR-

0enku (YHKUMOHUPYIOT B KauyeCTBE TMO3UTHUBHBIX
3¢ deKTOpOB IMPU aYyKCUH-3aBUCUMOM PACTSIKEHUU
KJIETOK ¥ CTUMYJISILIMA POCTOBBIX TIpoIeccoB [ 16].

IMTon BausHuem NO npoucxoauyio TMOBBIIIEHUE
aKTUBHOCTHA T€HOB aHTMOKCUIAHTHBLIX (PEepMEHTOB
GST (glutathione S-transferase), POD (peroxidase),
CAT (catalase), SOD (superoxide dismutase) u GPX
(glutathione peroxidase). Hapsimy ¢ atum NO cHuKan
KCITPECCMOHHYIO aKTUBHOCTh TeHa RBOH -okcmnnassl,
gBiisonieiicss KomrtoHeHToM A®MK-reHepupyoleit
cucteMbl. NO-uHAynHpyeMoe yCUJIEHUE 3KCIIpec-
CUM F€HOB aHTMOKCUJIAHTHBIX (DEPMEHTOB U CHIKE-
HUe aKTUBHOCTU RBOH-TeHa conmpoBOXIaI0Ch CHU-
XKEHUEM CTEeNeHM OKMCIIMTEJIbHBIX MOBPEXICHUIT B
MIPOPOCTKAaX JIOLIEPHBI ITPU BO3AEUCTBUN 00€3BOXI-
BaHus (Ta6n. 1) [93]. UuTepecHo, yto NO-o0b6paboTka
MIPOPOCTKOB M. sativa cHMXajla B HHX YypPOBEHBb
CTpecC-UHAYLMPYEeMOI 3KCIIPECCUU TeHOB OMOCHUH-
Te3a BTOPUYHBIX MeTaboaUTOB ((p1aBOHOUOAOB, Tep-
MIEHOMAO0B, (PEHMIIPONAHOUIOB), 00IafAIOIINX aH-
TUOKCUJAHTHBIMU cBoiicTBaMu. 1o MHEHMIO aBTOPOB
9TO MOIJIO OBITh CBSI3aHO C YMEHBIIIEHUEM YPOBHS
OKHCIIMTEIIbHBIX TOBPEXIEHUI, OO0YyCIOBIEHHBIM
YCHJIEHUEM 9KCIIPECCUOHHOM aKTMUBHOCTH T'€HOB aH-
TUOKCUJIAHTHBIX (epMeHTOB Ton BiaussHueM NO,
IIPU KOTOPOM JOITOJTHUTEIHLHOIO YIaCTUST BTOPUIHBIX
MeTa0O0JIUTOB JJISI aHTUOKCUIIAHTHOM 3aIlUThI MPO-
POCTKOB JIIOLIEPHBI yKe He TpedyeTcs [93]. Bmecte ¢
TeM JaHHEIE O ToTMoJHUTeIbHOM NO-UHIYyLIMPOBaH-
HOM HaKoIUIeHUU (peHOJIOB, (hJIABOHOUIOB U TOKO-
depoia B mpopoctKax Glicine max TIpy BO3ACUCTBUA
00e3BOXMBaHUS, a TAKXKE CBEACHUS O IIOBBILLIEHUN B
Hux aktuBHOCTH TAL- 1 PAL-depMeHTOB, YKa3bIBa-
IOT Ha BBICOKYIO BEPOSITHOCTb y4acTUsSI BTOPUYHBIX
MeTabo0auToB B NO-KOHTPOJIMPYEMBIX 3allATHBIX
peaknusx pacTeHuit con K neduimrty Biaaru [88]. B
TPpaHCTeHHBIX pacTeHUsIX puca 0. sativa ¢ KOHCTUTY-
TUBHOI 3Kcrpeccreit NOS-reHa MJIEKOIMUTAIOIINX
HaOJII0IAJIOCh YCMJIEHHE 3KCIIPECCUOHHOM aKTUBHO-
ctu reHoB Katayiadbl (OsCATA n OsCATB) n 1iepok-
cunasel (OsPOX1) [40]. SNP-o6paboTka JIOLepHBI
OKa3bIBajla ITO3UTUBHOE BIMSHHE HAa SKCIIPECCHUOH-
HYIO0 aKTUBHOCTh T€HOB, KOIUPYIOIINX KOMIIOHEHTHI
dotocucreM (DC), Hanpumep Psa- u Psb-reHoB pe-
aKIIMOHHBIX IEHTPOB, a Takke Lcha- u Lchb-reHoB
cBeTocobuparonux komiuiekcoB @C I u OC 11, co-
OTBETCTBEHHO, YTO MOIJIO HAiiTU CBOE OTpa*keHUE B
nomAepKaHNU YPOBHS XJIopoduia, GOTOCUHTETH-
YeCKOM aKTMBHOCTU U B 1IEJIOM YJIYYIIEHUU POCTO-
BBIX ITapaMeTPOB pacTeHUIL, TOABEPTHYTHIX BOTHOMY
ctpeccy (Tabm. 1) [16, 93].

B nutepatype uMeroTcs cBeieHuUsl 00 yCUTIEHUU
9KCIIPECCUM TEHOB, BOBJIEKaeMbIX B IpoayKimio NO
non BAUsiHUEM neduiiura Biaru. Hampumep, B 1u-
cthsax pacteHuii Citrus aurantium NpHu BO3NCUCTBUU
3aCyX¥ TIOBBIIIATIACH TPAHCKPUNILIMOHHAS aKTUBHOCTh
reHoB HuTtpaTtpenykrasbl (NR), HUTpUTpeayKTas3bl
(NiR) n monmamunookcunassl (POA) [94]. Ha ipu-
Mepe pacTeHUl MHIMMNCKOI ropuuiibl Brassica jun-
®UBNOJIOTHS PACTEHUN Ne 2
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cea, IEKUHCKOM KamycTwl Brassica rapa, puca Oryza
sativa, 0b110 MoKa3aHo ydyactue NO B crabunusaluu
ctpyktypsl JIHK mpu Bo3nelicTBUM BOOHOTO CTpecca,
YTO MOXET CHOCOOCTBOBATH IMOMIEPXKAHUIO aKTUB-
HOCTU T€HETUYECKOTO alapara B yCJIOBUSX 3aCyXU
[16, 82].

Peanunzaiusa curHanbHbix GyHKuIM NO Ha mpo-
TEOMHOM ypOBHe cBsizaHa ¢ NO-UHAYLUPOBAHHBIMU
MOCTTPAHCISIHIUOHHBIMUA MOIUMGHUKALISIMUA GEIKOB
(ITTM), KOTOpbIE MOTYT OCYIIECTBIISIThCS IIyTEM UX
HUTPO3UWIMPOBAHUSI C ydacTUEM IIEPOKCUHUTPUTA
nnu S-aurposonayratuoHa (GSNO) [20, 95]. Cpenu
ITTM Haunboee XOpoIIo N3YYSHHBIMU SIBISIOTCS S-
HUTPO3WINPOBAHUE U HUTPOBAHUE 10 TUPO3UHY [ 14,
16, 20, 29]. NO MoxXeT perymmpoBaTh (DYHKIIMOHU-
poOBaHME METAJI-COASPKAIIMX OEJIKOB B XOJ¢ peaK-
UM MEeTaJI-HUTPO3WIMPOBAaHUSI, KOTOpasl 3aKJIIO-
yaetrcsl B npucoearuHeHUu HUTpo (NO,)-rpyrnnbl K
WOHY MeTaJllla B COCTaBe Pa3]IMYHbIX OCIKOB, B TOM
yucie ¢GepMEeHTOB, MOAYIUPYS TEM CaMbIM UX aKTUB-
HOCTb [25, 95]. HutpoBaHue 1o TUpO3MHY MPOUCXO-
IWUT TIPU B3aUMOIECHCTBUY HUTPO-TPYIMIILI C apoMa-
TUYECKUM KOJIbLIOM TUPO3MHA, MPUBOASIIUM K 00-
pasoBanuio 3-HutpotuposuHa (NO,-Tyr) [20, 29].
PaHee cunTanock, 4To TaKasg MOIM(PUKALIUS SIBIISCT-
cs1 HeoOpaTUMOIt 1 00yCIaBIMBAET Ierpagaluio 0e-
KOB IIpU CTapeHUM WIu TuGenu KiaeTok. Ilostomy
npoaykinio NO,-Tyr, Kak nmpaBuio, paccMaTpuBaJIu
B KayeCcTBe MapKepa HUTPO-OKHUCIUTEILHOIO CTpec-
ca[14, 20]. OnHako, K HaCTOSILLIEMY BpEMEHMU MoJIyde-
HBI CBEJIEHUS, YTO HUTPOBAHUE 10 TUPO3UHY MOXET
HOCUTB 0OpaTUMBbIi1 XapaKTep U B 9TOM CJTydae IeHUT-
puduKanyg OGeIKOB MPOTEKAET HedEpPMEHTATUBHO
win ¢ ydactueM ¢epmeHToB [29]. HurpoBanue 6en-
KOB 110 TUPO3UHY SIBJISIETCS] BaXKHBIM YCJIIOBHUEM B TIPO-
Iecce co3peBaHUsI IUIONOB, KaK 3TO ObUIO HAIVISIIHO
MPOJEMOHCTPUPOBAHO Y pacTeHMit rrepua [96].

S-HUTpO3UIMPOBAHUE TPOUCXOAUT MTPU OOpaTU-
MoM B3auMojeiicTBuu NO c aTOMOM cepbl B COCTaBe
LIUCTEMHOBBIX OCTATKOB OCJIKOB ¢ 00pa3oBaHUEM S-
Hutpo3otuojioB (SNOs). B pacreHusx uaneHTudu-
LIUPOBAHO MHOXECTBO OE€JIKOB, IpeTeplieBaloIInX
S-Hutpo3unupoBanue. Hampumep, S-HUTpO3UIM-
poBanume SnRK2-mporeMHKMHA3bl CHOOCOOCTBYET
CHIXeHUI0 nHruoupytomiero agpgexra ABK npu npo-
pacTaHuM ceMstH 1 pa3Butuu cemsinoieid [37]. IToBbl-
ILIEHUE YPOBHSI S-HUTPO3UJIUPOBAHUS OEJIKOB BbISIB-
JIEHO Ha CTaluyi MpopacTaHusl BO MHOTUX BUAX pac-
TEHUIA, B 4aCTHOCTU y 0000B u A. thaliana [19, 37].
HutposunupoBaHue,/1eHUTPO3UIUPOBAHNE aCKOP-
o0ar nepokcuaasbl (APX1) urpaer BaxkHYIO pPOJb B
NO-3aBUCUMOI perysiiuu pocTa 1 popMUpPOBaAHUS
apxXuTeKTypbl KopHeil [97]. Kpome Toro, ypoBeHb
S-autpo3unupoBanusa APX npu Bo3oeicTBUU 3acy-
XU KOppeJIupyeT CO CHUXXEHUEM YpOBHSI 0Opa3oBa-
Hus1 H,O, B pactutenpHbix kietkax [14]. [TokazaHo,
YTO MPU S-HUTPOIUJIMPOBAHUU TPOUCXOAUT aKTHBA-
1IMS PETyJSITOPHOTO Oejika, BOBJIEKAeMOTO B peryJisi-
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umio GYHKIMOHUPOBAaHUSI MeMOpaHHbIX K'-kaHa-
JIOB B 3aMbIKAIOIIUX KJIETKax YCTbUII, YTO CIIOCO0-
CTBYET 3aKPBITUIO YCTbUII MPU 3acyxe. DTU JaHHbIE
YKa3bIBAIOT Ha TO, YTO MPOLECC S-HUTPO3UIUPOBA-
HUSI UTPAET CBOIO POJIb MPU PETYISLUMUA YCTbUYHBIX
JBUXXE€HU, BHOCSILECH BaxKHbIM BKIad B MOAAEpPKa-
HUE BOJTHOTO peXrMa pacTeHUI B YCIOBUSIX 00€3BO-
XKuBaHus [ 14, 29].

Kaxk 6p110 ckazano Beie, NO-UHIYIIMPOBaHHbBIC
MOCTTPAHC/SIIMOHHbIE MOAU(DUKALIMU OEJIKOB OCYy-
LIECTB/ISIIOTCS ITyTeM HUTPO3WIMPOBAHUS C y4aCTUEM
MEPOKCUHUTPUTA WU B XONIE peaKlIUii TpaHC-HUTPO-
susmpoBanus [20, 95]. Ilpu 3ToM OOHMM U3 IJIaBHBIX
ucroyHukoB NO B mpoliecce TpaHC-HUTPO3UIMPOBa-
HUs BbicTynaeT S-Hurpo3ontyratuoH (GSNO), mpu-
HaJjieXalii K pa3psiay S-HUTPO30THOJIOB, KOTOPBIi
oOpasyercs 1pu BzaumoeiictBu NO ¢ IITyTaTHOHOM.
Eime onHoIi rpymmoii coenmHeHNI, y9aCTBYIOIINX B pe-
amuzauny NO-CUTHAJTUHTA SIBJISTFOTCS HUTPO-KUPHbIC
kuciaotel (NO,-FA — Nitro-fatty acids), o6pa3yembie
pY B3aMMOJICCTBUN HEHACHIIIIEHHBIX KUPHBIX KHUC-
JIOT ¢ OKCHMIIOM a30Ta WU €r0 aKTUBHBIMU TTPOU3BOI-
HbeiMU [29, 30]. MeTonoM KOH(MOKaIbHOI MUKPOCKO-
¢ ucnonk3oBaHneM DAF-FM diryopeciieHTHBIX
Mpo06 OBLIO BBHISIBJICHO MOBBIIIEHUE YPOBHS SHIOTEH-
Horo NO B KOpHSIX U JUCTbsIX 30-CyTOUHBIX pacTe-
HUI M B CYCIICH3MOHHOM KYIbType KIETOK A. thali-
ana, VHKYOUPOBaHHBIX B MPUCYTCTBUU HUTPO-Jie-
HoJsieBoit kucioTel NO,-Ln [98]. Hanuune NO,-FA
BBISIBJICHO TakXXe B pacTeHUsX ropoxa (Pisum sa-
tivum) u puca (Oryza sativa) [99]. B akcniepuMeHTax
in vitro coueTaHMEM METOJ0B XeMUJTIOMUHUCLICHIIVH,
BIIP u criekrpodoToMeTprn OBUIM ITOJIYYECHBI TaH-
HbIE, yKasblBalolliMe Ha BbicBoOOXaeHuHe NO us
NO,-Ln, 4yTo MOXeT yKa3blBaTb Ha €€ (YyHKLUMOHU-
pOBaHUE B KAYeCTBE JOHOPA 3TOI CUTHAJILHOI MOJIE-
Kynbl [98]. Ha ocHOBaHMU BBISIBICHHBIX PA3JIMUMIA B
conepxaHuu NO,-Lny A. thaliana Ha pa3HbIX 3Tanax
pa3BUTHUsI, BKIIOYass SMOPUOIreHe3, BereTaTUBHBIM
POCT M peNpOaOYKTUBHYIO (hazy, ObLI cAelaH BEIBOM O
(GYHKIMOHUPOBAHUU HUTPO-KUPHBIX KUCJIOT B NO-
ONOCPEAOBAHHON PETYISILUM PACTUTEILHOTO OHTO-
reHe3a [99]. Kpome TOoro, HUTpO->KMpPHBIE KHUCIOTHI
MOTYT BOBJIEKAThCSl B OTBETHBIE peaKIUM pacTeHU Ha
HeOJIaroIpUsATHEIC BHELIHNE (DAKTOPHI, HA UTO YKAa3bl-
BalOT JaHHbIE O TToBbIlIeHU YypoBHsSI NO,-Ln B pacte-
HUusIX A. thaliana nipy BO3IEHCTBUM MEXaHWYECKOTO
cTpecca, 3acoJIeHHUsI, HeOJIaroIpUSITHBIX TeMIlepa-
TYp, NOHOB TSIXKEJIBIX MeTaJLTOB [98, 99].

3AKJIIOYEHHME

Hcropus u3ydeHUsI oKCHAa a30Ta B pacTUTENb-
HBIX OpraHM3Max HaCYUTBLIBAECT O0Jiee YeThIPEX AeCsI-
TUJIETUN U OepeT cBOe Hadajo ¢ padoT, B KOTOPBIX
ObLJIO YCTAaHOBJIEHO OOpa3oBaHUE HUTPO3UI-TEMO-
MIOOVHOBBIX KOMILJIEKCOB B KIyOe€HBKaxX 00O0OBBIX
KyJBTYp [65], a Takke MX CITOCOOHOCTb K DMUCCUU
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razoobpasznoro NO [1]. Orkpeitue B 1990-x I.I. cur-
HaibHOM poi NO B peryisium cepIedHO-COCyIUCTOM
CHCTEMBI YeJIOBEKA CTAJIO HACTOSIINM IIPOPBIBOM, 1 C
TOTO BpeMEHH! B COBPEMEHHOM OMOJIOIMYECKOil HayKe
HacTymnuja HOBasl 3pa — 3pa OKcula a3ota. B KoHIle
1990-x r.r. HaYaJI0Ch LieJICHAIIpaBJICHHOE NCCIIeI0Ba -
aHre akTuBHOCTHM NO B XXKU3HM pacTeHuii. B ToT ke
nepro OBIJIO CO30aHO HaydHoe coodmiecTBo “Nitric
Oxide Biology and Chemistry”, KoTopoe COBMECTHO
C OTHUM 13 KPYITHENIITNX MUPOBBIX 31aTelIbCTB “El-
sevier” B 1997 r. yupenuno Bbixon xypHana “Nitric
Oxide”, mmeproanYeCcKM BHIIYCKAaeMbIil 1 B HACTOSI-
mee BpeMs. Pe3ynbraThl MCCIeIOBAaHUM MO M3yde-
HUIO CBOMCTB, MeTaboJIM3Ma U PYHKIIMOHUPOBAHUS
NO B 6Mosornyeckux o0beKTax IUPOKO MyOIUKY-
IOTCSI BO BCEM MHMpPE€ U B APYTMX HAyYHBIX U3HAHUSIX.
Taxkoi1 00JIBIIION MHTEPEC K 3TOM MaJICHBKOI MOJIEKYJIS
HE SIBJISICTCSI CIy4aliHBIM, MOCKOJIBKY NO criocobeH
VIIPABIATh KU3HEACSATEIbHOCTBIO BCEX OPraHM3MOB,
OKas3bIBasl BIMSIHWE HAa MHOXKECTBEHHBIC OOMEHHbBIE
IIPOLECCHl, KAK Ha BHYTPMKIIETOUYHOM, TaK U MEX-
KJIETOYHOM YPOBHsIX. B pacTreHusix oH HeoOXxoaum
JUISL peTYJIMpPOBaHUsI METab0IMYECKON aKTUBHOCTHU B
XOJIe BCErO0 OHTOIreHe3a, BKJIIoYas IIpopacTaHue, Be-
TeTaTUBHBIN POCT, KOpHEOOpa3oBaHUe, [IBETCHUE U
co3peBanue. OKasbIBasi BAUSTHUE Ha IIPOILIECCHI POCTa
1 (popMHUpPOBaHMST KOPHEI, OKCUII a30Ta BHOCUT BECO-
MBbIii BKJIAJI B YCTAHOBJIEHUE CUMOMOTUYECKIX CBSI3Eil 1
yAy4IIeHe MUHEPAIbHOIO NMUTaHus pacteHuii. Kpo-
M€ TOTO, eMY IIPUHAIJIEXKUT BaKHasl pOJib B Pa3BUTUN
YCTOMYMBOCTH PACTEHUI K IIMPOKOMY CHEKTpPY He-
OJ1aronpUSITHBIX BO3AECHUCTBUI OMOTUYECKOTO U aONO0-
TUYECKOTO ITPOUCXOXICHUSI, CPeIN KOTOPBhIX Hanbo-
Jiee pacHpOCTPaHEHHBIM SIBJISIETCSI BOOHBIN CTpecc,
CYIIECTBEHHO OTPAaHUYMBAIOLIUM POCT U ITPOAYKTUB-
HOCTb KYJIBTYPHBIX pacTeHuii. B ycinoBusix nedpuimra
Braru NO BOBJIEKAeTCS B PEryJISIIUIO YCTHBUIHBIX
JIIBUDKEHUI, aKTUBALMIO OCMOIIPOTEKTOPHOMN U aHTH -
OKCUJIAaHTHOM CHCTEM, CIOCOOCTBYSI TE€M CaMbIM
HOpMaJIM3allid BOMHOTO peXMMa pacTeHUil, I10JI-
JIep>KaHUI0 B HUX (POTOCUHTETUYECKOM aKTUBHOCTU
U CHIKEHMIO YPOBHSI OKUCIUTEIBHBIX ITOBPEXKIC-
HUI, YTO B LIEJIOM OTPaKACTCS B MOBBILICHUM XKU3HE-
CIOCOOHOCTU U TIPOAYKTUBHOCTU PACTUTEIBHBIX
KyJIBTYp. UMEHHO 110 3TOii MpUYMHE IIMPOKO 00CYK-
JaloTcs pasHbie MeToabl mpuMeHeHUs1 NO B pacTte-
HUEBOJICTBE, HAIlpUMep, ero UCIOIb30BaHEe B BUIIE
raza, 1oHOpoB NO miu NO-BEICBOOOXIAIOIINX HA-
HovacTull. BMecTe ¢ TeM ycCIlelIHOe IpaKTU4eCcKoe
TIpMMEHEeHMEe OKCH/Ia a30Ta IpearnojaraeT aeTaaibHoe
U3ydeHUE MOJIEKYISIPHBIX MEXaHU3MOB ero (puszno-
Jormyeckoro neiictBusi. Mx mmybokoe moHMMaHUE
OyIeT crocoOcTBOBaTh pa3paboTke 3(hHEKTUBHBIX
ctpateruii nmpuMeHeHust NO Ha MpakTUKe C LEIbIO
MOBBIIIEHUS YCTOMUMBOCTHU KYJIbTYPHBIX pACTEHUI 1
MakKCHUMAaJIbHOM peau3alyyd HUX MOTEHUHWATbHOM
MIPOAYKTUBHOCTH.

PaGora BbITIOJIHEHA 3a CUET CpencTB rpaHTa Poc-
cuiickoro HaydyHoro ponaa Ne 22-24-00196.

ABTOpBI 3asIBIISTIOT 00 OTCYTCTBMM KOH(MINKTA
nHTepecoB. HacTosias ctaTbsl He COASPXKUT KaKUX~
JIN0OO UCCIIeNOBAaHUI C y4acTHUEM JTIONCH Y SKUBOTHBIX
B KaueCTBe 0OBbEKTOB NCCIEAOBAHMIA.
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