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OKcHI a30Ta — YHUBepcaJlbHasl CUTHAIbHAsI MOJIEKYJIa, BOBJeKaeMasi B MOIYJISILIMIO META0OIMYECKOM aK-
TUBHOCTH B XOI¢ HOPMAJIBHOTO POCTa U Pa3BUTHUs pacTeHU, U TpU (GOPMUPOBAHUU UX YCTOMUMBOCTU K
CTpPeCCOBBIM (pakKTOpaM OKpy:Karolleil cpenbl. B 0630pe npeactaBiieHbl KJIOUEBbIE CBEACHMS, OTPAXKAIOIINE
COBpPEMEHHOE COCTOSTHHE TTPOOJIEMBI perysiTopHoit ponr NO B pacTeHusX. [IpuBeneHbl KpaTKue CBEICHUS
0 (pusuKo-xuMHIeckux cBoiictBax NO, MeTomax ero UCClieJOBaHUs, MyTSIX OMOCUHTE3a U (DYHKIIMOHATLHOM
aKTMBHOCTM Ha pa3HBIX dTallax pa3BUTUs pacTeHUil (ITpopacTaHue, BETeTaTUBHBIN POCT, IIBETEHNE, KOPHE-
obpa3oBaHue, CMMOMO03, MUHEpaJTbHOE ITUTaHue). Kpome Toro, onmmcaHo nposiBjieHHe 3allMTHBIX 3 (eKTOB
NO B ycrnoBusIx aeUIIMTa BJIary, ITOCKOJIBbKY HapyIlleHHe BOMHOTO pekKMa M 06e3BOKMBaHUE pACTCHUI Ha-
OJIIOJAETCS MIPU BO3IEUCTBUM Pa3HBIX a0MOTUYECKHMX CTPECCOBBIX (DAKTOPOB, BKITIOUAST 3aCyXy, 3aCOJIEHUE,
TUITO- U TuIiepTepMuio. Ocoboe BHUMaHUE YIeIeHO MOJIEKYISIpHBIM MexaHnu3MaM NO-3aBUCUMOTO CUTHA-
JINHTA, KOTOPBIE PEATTU3YIOTCS B PACTEHUSIX HA TEHOMHOM, ITPOTEOMHOM U ITOCT-IPOTEOMHOM YPOBHSIX B XOJIE
MHOXECTBEHHBIX peaKInii HUTpoBaHUs. [ToHMMaH1e MeXaHU3MOB perysisiTopHoro aeiictBust NO B HopMe 1
IIPY CTPECCe MMEET BaXKHOE TEOPETUUECKOE U NMPUKIIATHOE 3HAYEHE B CBSA3U ¢ HEOOXOAMMOCThIO (hyHaa-
MEHTaJIbHOTO 000CHOBAHMS BOBMOKHOCTH MpakTHUUecKoro mpuMeHeHust NO ¢ [e/TbIo MOBBIIICHUS YCTOM -
YUBOCTHU U MTPOAYKTUBHOCTH KYJIBTYPHBIX pACTEHMIA.

KoueBble c10Ba: aOMOTUYECKUI CTpece, AeULINT BJIaru, 3acyxa, OKCHUI a30Ta, HUTPOBaHME, TOCT-TPaHC-
JISUMOHHBIE MOIM(UKAIIUU, PACTUTEIBLHBIN OHTOTEHE3, PETYJISLIMS MeTab0IM3Ma, yCTOMUYUBOCTD
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BBEAEHWE

Okcun azora (NO) — razoobpasHasi MoJIeKyJa,
BBITIOJTHSTIONIAST CUTHAIbHBIE (DYHKIIMH Y BCEX SKMBBIX
OpraHM3MOB, BKJIIOYasli pacTeHMs, y4acTBYIOIasl B
PETYJISIIUY MHOXECTBEHHbBIX (PU3MO0JI0T0-O0UMOXUMU-
yecKux npoiieccoB. O cnocoOHOCTU pacTeHMit K 00-
pazoBaHuio NO crano u3BecTHO emie B 1970-x r.I.,
Korja ObljIa BBISIBJIEHA €TI0 SMUCCHUST Y 0000BBIX KYJIb-
TYyp npu mx obpadortke repounumamu [1]. OmHako
BIUIOTH 10 Havaja 1990-x r.r. oH paccMaTpuBacs B
KayecTBe TOKCUYHOIO COCAWHEHMUS, TTOCKOJIbKY €To
3HAYUTEJIbHbIE KOJINYECTBAa OOHAPYXXUBAIUCh CPeaU
KOMITOHEHTOB BBIXJIOIHBIX Ta30B M IIPOMBIIILIEHHBIX
oTxoa0B. CMeHa IpeacTaBIeHU OTHOCUTEIbHO TOK-
cuyHoct NO mpou3olnia ocje YCTaHOBJIEHUS €TO
POJIM B PETYJISIINU AESATEIbHOCTU CEPASIHO-COCYI-
CTOIf cucTeMbl YyenaoBeka. B cBs3u ¢ atuM B 1992 T.
NO 6bU1 IpU3HAH MOJIEKYIIOM roaa [2], a B 1998 r. Tpoe
aMepPMKAHCKMX y4yeHbIX (papMakosiora — ®. Miopan,
P. ®apurorTt u JI. UrHappo — ObUIM yaoctoeHbl Ho-
0eJIEeBCKOM ITpeMUM B 001aCT (DU3NOJIOTUN U M-
muHbl. C TOTO BPEMEHHM MNPOBEIEHO KOJOCCAILHOE

KOJIMYECTBO PAOOT, MOCBSMIEHHBIX WCCIIETOBAHUIO
¢yHKIIMOHAIBbHOM akTUBHOCTU NO B pa3HbIX OMOJIOTH -
YecKMX 00BbeKTax, Ojaromapsi 4eMy OBLIO HEOIIpPOBEp-
KMMO JOKa3aHO, YTO OH HEOOXOIMM IJIsI HOPMAJIbHOT'O
MIPOTEeKaHMSI XKN3HEAESATEIbHOCTY HE TOJIBKO KMBOT -
HBIX U YeJIOBEKa, HO U MpEACTaBUTEJIE BCeX LIapCTB
KMBBIX OPraHU3MOB. B pacTeHMsIX OH BOBJIEKAETCS B
peanu3anuio OHTOTEHETUIECKHUX IIPOrpaMM Ha BCEX
3Tanax uxX pocTa v pa3BUTHS OT IIpOpacTaHUsI 10 LIBE-
TEHUSI U CO3peBaHUsI, a TakKke B (opMupoOBaHUE
CTPECCOYCTOMYUBOCTHU.

BbinoiaHeHue OKCUAOM a30Ta MHOXECTBEHHBIX
GYHKIIMI CBSI3aHO C €ro (PU3UKO-XMMHUYECCKUMHU
cBoiictBamMu. OH SBSIETCS HEUTPATBHON ABYXaTOM-
HOI MOJIEKYJION, paCTBOPMMOM B BOJIE€ U B JIUNIUIAX.
Hanmune HecrmapeHHOrO0 371eKTpOHA B cTpyKType NO
00yCIaBIMBaET €ro BHICOKYIO PEaKIIMOHHYIO CITOCO0-
HOCTb M KOPOTKOE BpeMsl XXWU3HU, UCUUCIISIEMOE Ce-
KyHoamu [3, 4]. Bmaromapst amoudniabHOM ITpupoe
¥ CBOOOIHO-paIuKaIbHBIM CBOMCTBaM OH CITOCOOEH
JIETKO TIPOHMKATh Yepes JUNUIHYI0 a3y MeMOpaH 1
M OYHINPOBATh Yepe3 IINTOIUIa3My, OBICTPO BCTYITIask
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116 AJUTIATYJIOBA u np.

B peaK1IM1 CO CBOMMU MHOTOUMCICHHBIMI MOJICKYJISIP-
HbIMU MUIIIeHSIMU. NO M €ro aKTUBHBIE IIPOU3BO/I-
Hble OOBEIMHSIOT B TPYNNYy aKTUBHBIX (hOopM a3zoTa
(ADA), X yKUCIy KOTOPBIX B YaCTHOCTM OTHOCST:
NO~ — HUTPOKCWIbHBII aHMOH (AHUMOH HUTPO30-
Husa); NO' — HUTPO3UIILHBINA KATUOH (KATUOH HUT-
posoHus); NO, — HUTpUT aHUOH; NO; — HuUTpar
annoH; ONOO™ — NepOoKCUHUTPUT, KOTOPEI BBICTY-
MaeT B KayeCTBE OMHOIO M3 IVIaBHBIX HUTPUPYIOIIMX
areHToB, (pyHKUMOHUPYOLINX B NO-3aBUCUMBIX TTPO-
Lieccax repenauu curiaia [4, 5]. B kauectse ADA tak-
JK€ paccMaTpUBalOTCSI HEKOTOPBIE S-HUTPO30TUOJIBI
(SNO), Hampumep S-HutposontytatuoH (GSNO),
oOpa3syeMblii myTeM B3anMonaeiicTBust NO ¢ mryTaTi-
OHOM, BBEIIIOJIHSIOIINM BaxXHbIe (DYHKIIUH B IIOAIEP-
KaHuu romeocrta3a NO, ero oTnaJieHHOM TPaHCIIOPTe U
nepemadye NO curnana. Ilpu atom NO-3aBucuMEbIe
IIyTU PETYISLMN PACTUTEIBbHOTO METa00IM3Ma CBSI-
3aHBbI C peaKIMSIMU TPAHC-HUTPO3MJIMPOBAHUS, TIPU-
BOISIIME K MOAYJISIIUM aKTUBHOCTU NeHETUYECKUX
IIPOrpaMM U1 K pa3IudHbIM MNOCT-TPaHCISILIMOHHBIM
MmonudukanusMm (NO-PTM) 6enkoB, cpenu KOTOPBIX
HanboJjiee XOpoIIo U3YYeHHBIMU SIBJISTIOTCST MIPOLIECCHI
HUTPOBAHMSI [0 TUPO3VHY U S-HUTPO3WINPOBaHMS [6].
Takum o6pa3oMm, o6namasi BBICOKOM peaKLMOHHOM
CIIOCOOHOCTBIO M CBOOOMTHO pamgvKaIbHBIMH CBOI-
ctBamMm, NO 00yCIOBINBAET 3aITyCK KOJOCCAJTHHOTO
MHOXECTBa IIEIHBIX peaklnii, 4eM OOBSICHSIETCS
Ype3BBIYATHO MIMPOKHUI CIIEKTP €ro OMOJIOTMIECKO-
ro neiictBus [7—10]. BmecTe ¢ TeM HEOOXOIMMO OTME-
TUTh, YTO B U3OBITOYHBIX KOHIIEeHTpalMsix NO crioco-
OEH OKa3bIBaTh LIMTOTOKCUYECKOE IEMCTBIE, BbI3bIBASI
B XKMBBIX OpraHU3Max HUTPO3aTUBHBIN cTpecc [11, 12].

Oco0Obrit uHTepec K NO BBI3BaH €ro y4acTueM B
pa3BUTUM YCTOMYMBOCTU PACTEHUII K CTPECCOBBIM
dakTopaM cpeabl OMOTUYECKOTO M aOMOTHMYECKOTO
npoucxoxneHus. Cpenu HUX HauOoJjee IITHPOKO
pacIpoCcTpaHEHHBIM M HEMNpeacKasyeMbIM (aKTo-
poM sIBiIsIeTCs 3acyxa. Boi3biBasi B pacTEHUSIX Hapy-
IIEHHE BOTHOTO pexXuMa U 00e3BOXXMBaHUE TKAaHEM,
3acyxa HEraTMBHO OTpaXkaeTcs Ha BCEX 3BEHbSIX pac-
TUTEJILHOTO MeTabou3Ma, IMmpolieccax pocTta U pas-
BUTHS, U hopMupoBaHus ypoxas [13—16]. O6e3Bo-
XKBaHME PACTUTEIBHBIX TKAHEH HAOII0HAETCS TAKXKE
MpU IPYyruxX HEOJIAronpusITHbIX BO3AEUCTBUSIX aOMO-
TUYECKOIO IIPOMCXOXKICHMSI, HAIIpUMEpP IPU 3aCOJIe-
HUN, TATI0- U TUtieprepmuu [17]. [Tostomy omHIM 13
HanboJiee aKTyaIbHBIX HAIIpaBJICHU COBPEMEHHOMN
HayKW O PaCTEHMSIX SIBISIETCS MOUCK 3(D(PEKTUBHBIX 1
0e30IMacHBIX CITOCOOOB 3aIIUThI pACTEHUI OT aryoHo-
To JSMCTBHUS BOOHOTO cTpecca. JJaHHbIe O TTOBBILLIEHUU
CTPECCOYCTOMYMBOCT KYJIBTYPHBIX pAacTeHUil IIof
BJIMUSTHUEM BK30TeHHOI 00paboTku NO, a Takke O ero
CIOCOOHOCTH CTUMYJIMPOBATh IIPOLIECCHI POCTA B HOP-
MaJIbHBIX YCJIOBUSIX Ipou3pacTaHus (Tadi. 1), ykasbl-
BalOT Ha BO3MOXHOCTD €TI0 MCIIOJIb30BaHUS B IIPAKTH-
YeCKOM PaCTEHMEBOICTBE C 1IEJIbIO ITOBBIIICHUS YCTOM -
YUBOCTHU U IIPOAYKTUBHOCTHU KYJIbTYPHBIX paCTCHUIA.

Bmecte ¢ TeMm IpakThueckoe MpUMEHEHUE OKCHAA
a30Ta MpearoaraeT NyooKoe MOHUMaHUe MOJIEKYJISIp-
HBIX MEXaHM3MOB €ro (pU3MOJIOTMYECKOIO JISUCTBUS B
HopMe u 1ipu ctpecce [ 18, 19]. B nranHOM 0030pe po-
BOIUTCS TIOC/IEIOBATE/IbHOE OIMMCAHUE TIPOSIBICHUIA
GyHKIMOHATIBEHOM akTUBHOCTY NO B X0Ie OCHOBHBIX
STAIOB PACTUTEIBLHOTO OHTOIeHE3a, BKIIIoUAs IIpopac-
TaHWE, BETeTaTUBHBII POCT, LIBETEHHUE, KOPHEOOPa30-
BaHMe, MUHEpaJIbHOE ITMTAaHUE U YCTAHOBJICHUE CM-
onoTnuecknx cBs3eit. Kpome toro, Ha ¢pmsmosormde-
CKOM 1 OMOXMMHYECKOM YPOBHSIX pacCMaTpPUBAIOTCS
NO-uHIyIMpOBaHHEIC 3aIIUTHBIC peaKIUii paCTeHMUIA,
MOIBEPTHYTHIX BOOJHOMY cTpeccy. Ocoboe BHMMa-
HUE ylIeJIeHO MOJIEKYISIpHBIM MexaHu3maM NO-3a-
BUCHMOIO CUTHAJIMHTA, KOTOPBIE pPEaIU3ylOTCS B
pacTeHUsIX B HOPME U IIpU HEeGJIAarompusITHBIX BO3-
JIEeHCTBUSIX HAa TEHOMHOM, NMPOTEOMHOM U TOCT-
MIPOTEMHOM YPOBHSIX.

1. ObPA3BOBAHUE U INIOAOEPXXAHUE
TOMEOCTA3A NO B PACTEHHMAX

[Tyt o6pa3oBaHMsI OKCHIA a30Ta B pACTUTEILHBIX
opraHu3Max noJipoOHO paccMaTpUBAIOTCS B psIe OTe-
YeCTBEHHBIX U 3apyOexHbIX 0030poB [4, 18, 20, 21].
KopoTtko cnegyeT HamOMHUTBH, YTO COBOKYIIHOCTH
OMOXMMUYECKMX IIpeBpallleHUi, NPUBOASIINX K
MpOoAyKLMK MoJieKyJibl NO, IIpoTeKaeT 1o IBYM ajlb-
TepHATUBHBIM MexaHu3MmaMm: (1) — okucauTeIbHOMY
u (2) — BoccTaHOBUTENILHOMY [4, 22]. B nmepBoM ciry-
yae OmocuHTe3 NO IIPOUCXOOUT IIPU OKUCICHUU
pa3IUYHBIX CyOCTpaToB, TaKuX Kak L-apruHuH, 1mo-
JIMAMUHBI U TUAPOKCUJIAMUH ¢ 06pa3oBaHUEM IIPO-
JIIYKTOB OKMCJICHUSI U BBICBOOOXIECHUEM MOJICKYJIbI
NO [4]. Ha mpnMepe MIIEKOTTMTAIOIINX XOPOIIO U3y~
YyeHa peakuusi OKuciaeHust L-apruHuHa, mpoTeKaro-
ast B IIpUCYTCTBUU MOJIEKYISIPHOIO KMCJIOPOAA IIpU
ygyactTum crienudmueckmux depmentoB NO-cuHTa3
(NOS), KOHEUHbIMY MPOIYKTAMU KOTOPOI SIBJISIIOTCS
L-ututpyanuH u mosekyna NO [4]. Peakiinio MOXHO
BBIPA3UTh B BUIE CXEeMAaTUIHOIO YPaBHEHMUSI:

L-aprunun + O, — L-uutpyJuiuH + NO'T.

Omnako NOS-(depMeHTH y BBICIIMX pacTeHUWIA
MoKa He MACHTU(MUIIUPOBAHEI, O YeM CBUAECTEILCTBYIOT
JIaHHbIE KPYITHOMACIITAOHOTO CKpUHUHTA 60JIee YeM
2000 cexkBeHMPOBAHHBIX PACTUTEILHBIX TEHOMOB [23].
Cpenu poTocuHTEe3Upyroux opraHu3MoB NOS-1mo-
JIOOHBIE MOCJIEN0BATEIBHOCTU BBISIBJICHBI Y 15 BUIOB
OIHOKJIETOYHBIX 3€JIE€HBIX BoAOpocieid, BKouass Ost-
reococcus tauri, IJis1 KOTOPOI Takxke ObLIO MPOAESMOH-
CTPUPOBAHO HaM4ue (PYHKIIMOHAIBHO aKTUBHOIO
NOS depmenTa, 00IaTafOMIETO BHICOKOM CTEIIEHBIO
roMmosioru ¢ NO-cuHTazamMu myiekonuTarmomux [20,
22, 23]. Bmecte ¢ TeM cBeneHUsI 00 YTHETEHUM CUH-
te3a NO B pacTeHUSIX 1101 BIMSITHUEM WHTUOMTOPOB
NOS-akTUBHOCTU KMBOTHBIX, a TaKXe JaHHBbIC, B
KoTopsIX mponyKius NO olleHrBajIach 1o o0pa3oBa-
HUIO HUTPY/JIMHA, O3BOJISIOT IIPEArnojaraTh cyiie-
®UBNOJIOTHS PACTEHUN Ne 2
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YUYACTUE OKCUJIA A3OTA B PETYJISLIUU PABBUTUS PACTEHUN 117
Tabomuna 1. Posis NO B perysiiiny OTBETHBIX peaKlUid pacTeHU I
PacturebHbIi NO o6paboTka Crpecc Ha6monaembie addekTh Ccblika
00BeKT
JlaTyk moceBHOI1 SNP (100 uM) - CTuMyJISILMS IIPOpacTaHus CeMsIH [44]
(L. sativa) SNAP (100 uM)
MpopaliuBaHue CeMSTH B
NPpUCYTCTBUM JOoHOpOB NO
[Tenuia SNP (200 uM) - CTumynasiuus mpopacTaHust [45]
(T. aestivum L.) IMpucyrcTBue B cpene CeMsIH, YCUJIEHUE pOCTa KOpHEN
BBIpAllIUBAHUS IPOPOCTKOB n HO6CFOB, aKTHUBaLMA KJI€TOYHOT'O
NIeJICHUSI, TOBBIIIIEHUE MUTOTHYEC-
CKOTO MHJEKCa allMKaJbHOI Mepu-
CTEeMBbI KOpHE, HAaKOTIJIEHUE
TOPMOHOB IMTOKWUHUHOBOM MpPU-
pombl
Hyr (C. arietinum) | SNAP (500 uM) - CTuMYJISILIMS IPOpaCcTaHUS CEMSTH, [46]
SNP (500 uM) aKTUBALIMs SKCIIPECCUM T€HOB,
IMpucyrcTBue B cpene CBSI3aHHBIX C yTUIK3aluel caxa-
npopacranus. OleHKa poB (Hexokinase 1; Phosphofruc-
nokasaTesieii yepes tokinase 6; Alpha amylase) 1 reHOB
24,48,724 KJ1IeTouHoro uukia (cyclin- D4- 1-like;
cyclin-B1-4-like)
[Trenuna SNP (0.5 x 1073 mol /L7) — CTuMysiums IpopacTaHusi CeMsIH, [47]
(T. aestivum), 12-4 06paGoTKa ceMsIH MoBbILLIEHUE (DEPMEHTATUBHOM
stumeHb (H. vulgare), AKTUBHOCTH [J-aMuIIa3bl
cos (G. max),
puc (O. sativa),
KyKypy3a (Z. mays),
paric (B. napus),
ropuuua (B. juncea)
Kykypysa (Z. mays) NaNoO, (1077 M) - CTumynsuus pocta KOpHei, [49]
SNP (1010 M) peryJyisiiys aKkTUBHOCTHA
S-nutposotHois (GSNO; MeMm6paHHbIX Ca?t-kaHanos
HUTPOLIMUCTEUH).
IIpucyrcBue B cpene
npopacTaHus
Tomar SNP (200 uM) - N3meHeHune apXUTeKTyphbl KOpHE [52, 53]
(L. esculentum), 3-aHEBHBIE pACTEHUS (akTUBaLMs pocTa OOKOBBIX
orypel (C. sativus) | MHKyOUPOBaIU B IIPUCYT- 1 NPUIATOYHBIX KOPHEH Ha (poHe
ctBum noHopa NO B TeueHue 3aMelJIeHUs] pocTa MEPBUYHOTO
5 cyTok KOPHS1), YCUJIEHWE 3KCIIPECCUOHHOM
AKTUBHOCTU F€HOB LIUKJIMHOB
CYCD 3;1u CYCA 2;1
Bbo6 o6bikHOBeHHbI# | SNP (10, 100 u 150 uM) - CTUMyJISIIMS 3aKPBITUSI YCTHUIL. [80]
(V. fava) ABK (10 uM) ABK-umHaynmupoBaHHOE HAKOILJIe-
MukyOupoBaHue OTPE3KOB Hue NO B 3aMbIKAIOIIUX YCThUIIA
SMUIECPMUCA JINCTHEB KJIeTKax
B pactBope SNP B ripucyr-
CTBUU UU oTCyTCTBUU ABK
OU3NOJIOTUA PACTEHUM  ToMm 70 Ne 2 2023



118

AJIJIATYJIOBA u np.

Taomuua 1. [TponomkeHue

PacturebHbIi NO o6paboTka Crpecc Ha6monaembie addekTh Ccblika
00BEeKT
Pactenus kykypyssl | SNP (100 uM) VYMepeHHbIit IlonnepxxaHue ypoBHSI HAKOILIE- [56]
(Z. mays) TUKOro SNAP (100 uM) necuur Fe HUSI OMOMAacCChl, IpeaOoTBpaIleHUe
Tumna. MyTaHTHbIE 1. OnpeIcKMBaHUE PACTEHMIA | (50 uM XJIOPO3a JIUCTHEB, ITOBBILLIEHUE
JuHum: yellow stripe I | pactBopamu nonopos NO Fe-EDTA). YPOBHSI XJ10podILIa, HOAAePKAHKIE
(ys1) n yellow stripe3 | 3 Buecenue nonopos NO | CUIbHBII CTPYKTYPHOM LIEJJOCTHOCTH XJIOPO-
(¥$3) C HAPYLICHUEM | p 1o ra e i pacTBop nedruuT Xese3a | [UIACTOB; aKTUBALIUS 9KCIIPECCHU
ycBoeHus Fe (10 uM TE€HOB XJIOPOIJIACTHBIX OEJIKOB:
Fe-EDTA) rbcL (Rubisco large subunit) pshA
(D1 protein). BocctanoBieHue
HOpMaJIbHOTO (heHOTUTIA
y Fe-nepuimmtHEIX MyTaHTOB
JhiormH GenbIit SNP (50 uM) Heduunr P NO-unIyIIMpoBaHHAS CTUMYJISILIIS [61]
(L. albus) 1. TIpucyrctBue SNP B cpene | (mpucyrcTBue, | POCTa JaTepabHbIX KOPHEH,
IpopacTaHus B TedeHUe 3-X | OTCYTCTBUE (hbopMUpOBaHUE KITACTEPHOI
Henelb KH,PO, CTPYKTYpPBI KOPHEM, COITPOBOXIAE-
2. IHKYGUpOBaHKe KOpHeil | B MUTaTelbHOM | MOE TIOBBIIIEHUEM YPOBHSI KCCY-
B TeueHe 24 q pacTBope) ALY IUTPATOB U YJIydllIeHUEeM
ycBoeHus pocdopa. YcuiieHue
nponykunu NO B KopHsx 3, 7,
14-THEeBHBIX pacTeHUi1, He0Opabdo-
TaHHBIX NO 1 TOIBEePIHYTHIX
neduimty docdopa.
daconb SNP (1074 M) Hedwnuur Brarun | NO-UHAyLMPOBaHHOE MOBLIILIEHIIE [78]
OOBIKHOBEHHAasI E>keHeBHOE onpbickuBanue | (OTPaHUYCHMe YCTBUYHOM MPOBOIMMOCTH,
(Ph. vulgaris), BUTHA | 4_ JHEBHBIX PACTEHMI IOJINBA) nonaepxkaHue yposHsi OCB
(V. unguiculata) B Teuenue 10 cyT JIMCTBEB U LIEJIOCTHOCTH
MeMOpaHHBIX CTPYKTYP
Bunorpan — Heduuut Bnarn | [Iponykuys NO B 3aMBIKAIOIINX [79]
(V. vinifera) (orpaHuyeHue ycThUla KJieTKax. [lapaiensHoe
MoJIMBa) MoBbIlIeHUEe KOHLIeHTpauuu NO u
ADBK B nucTbsix. BeisiBnenue
KOpPEIILINU MEXIy HaKOIJIEHUEM
ABK, NO u 3akpbITHEM YCTBMUII.
Pospr NO B nipenoTBpaliieHUn
IOTEPU BJIark pacTEHUEM
B YCJIOBUSIX 3aCyXU
Wunuiickas SNP (100 uM) Heduuut Bnaru | [lopaepkaHue BOTHOIO pexXxuma [82]

ropuunia (B. juncea)

Nuky6upoBaHue 20-THEBHBIX
pacTeHuii B TeUeHue

4 cyT B IPUCYTCTBUU JOHOPA
NO

(10% PEG)

(OCB, TpaHcnIMpalu, yCTbUYHON
MPOBOAMMOCTH); POTOCUHTETUYE-
CKOIi aKTUBHOCTH, YPOBHSI aCCUMU-
Jsaumun CO,, GyHKLIMOHUPOBAHUS
OTILI B xsmopormtactax u OCII,
ToIIepKaHue YPOBHSI XJIOPO-
duia, aKTUBHOCTU (POTOCUHTETH -
yeckux ¢pepmeHToB (RuBisCo;
mmnepoanbaerun-3-docdarme-
rugporeHassl; pochoprOyIoKu-
Ha3bl)
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Ta6muua 1. OxoHuaHue
PacturenbbIi NO o6paboTka Crpecc Ha6monaembie acdekTh Ccblika
00BeKT
®uzanmuc yrosaterit | SNP (50, 75, 100 uM) 3acyxa: CwMsITyeHrIe HeTaTUBHBIX 2(P(PEKTOB [83]
(Ph. angulata) OnpsickuBanue 20-1HeBHBIX | (OTHOCUTENBHAS |CTpecca Ha pOCTOBBIE TapaMeTphI
paCTeHI/Iﬁ nepen CTpecco]gof}[ BJIAaXHOCTb (C])Ipafl, cyxad Macca paCTCHHﬁ,
06paboTKOI rpyura 20%) IJIOIIAMb IMCTHEB), MOANEPKAHUE
(oToCMHTETUYECKOM aKTUBHOCTHA
U COCTOSTHUSI BOMHOTO pexkrumMa
pacTeHuit
Caxapublii tpoctHuk | GSNO (10, 100, 500 uM) OcMoTHYeCKMT | YiydllleHue IToKa3aTelieil pocTta [84]
(Saccharum spp.) O1pbICKMBaHUE JINCTHEB crpecc PEG 8000 | (chipast u cyxast Macca JINCThEB 1
25-THEBHBIX pacTeHUIA (—0.75—0.111 mPa)| kopHneii), BonHoro pexxuma (OCB;
3a 3 CcyT 10 cTpecca YCTBUIHOM TIPOBOIVNMOCTH), ACCH-
mussiunn CO,, mogaepxaHue
(hoTOCMHTETUYECKOM aKTUBHOCTHA
Cos (G. max) SNP (100 uM) 15% PEG 6000 |IlonaepxxaHue pocTa, CMSITYeHUE [88]
OnpbICKMBaHNE PACTEHUI OKVCJIUTEJILHOTO cTpecca (CHUXe-
B TeueHue 21 cyT Hue yposHsa MDA, H,0,, ak3o0c-
MOca 2JIeKTPOJIMTOB, aKTUBHOCTU
LOX). AkTuBalusi aHTUOKCUIAHT-
HbIX pepmeHTOB (SOD, CAT,
POX, APX), HakomieHue Hedep-
MEHTATHMBHBIX aHTUOKCUIAHTOB
(¢peHONIBHBIX COenMHEHUI, h1aBo-
HOUIOB, TOKOo(depoaoB). Hakome-
HUE OCMOIIPOTEKTAHTOB (MIPOJIVH,
DIMLIMHOETauH)
Puc (O. sativa L.) SNP (50, 100, 150 uM) 3acyxa: CHUXXeHVe HEraTUBHOTO JEWCTBUS [89]
1. IIpeanoceBHoOe 3amMaunBa- | (OTHOCHUTENbHAS |3aCyXM Ha POCTOBBIE MAPAMETPHI,
HUE CeMSIH; BJIAXKHOCTh COCTOSTHME BOITHOTO peXrMa pac-
2. OnpbickuBaHue pacTenuii | TPYHTa 50%; TeHuil puca. CHUXKEHUE YPOBHS
Ha CTaIUH 5 JINCTBEB OrpaHUYEHHBIN | OKUCIUTETBHBIX TIOBPEXKICHUIA,
TTOJIUB PACTeHUIA | TOBBIIEHUE CTAOMIIBHOCTU MEM-
Ha ctagum 4x OpaHHBIX CTPYKTYP B (DOTOCUHTE-
JINCTBEB) TUYECKOU aKTUBHOCTU
JlouepHa (M. sativa | SNP (100 uM) Hedwuuur Bnaru | [logmepkaHue pocTta, BOZTHOTO [93]

L.)

HpCI[HOCCBHOC 3aMaynBaHUC
CEMSH C ITOCJICaAYIOINM
IIpopalliiBaHUECM B TCUCHUEC

7 CyT B MPUCYTCTBUU TOHOPA
NO

(ripucyTcTBUE
10% PEG 6000
B cpelie nmpopac-
TaHUS)

craryca v ypoBHs xjiopodusuia.
YcuieHue HaKOTUICHUSI TIPOJIMHA U
aKTMBHOCTHM aHTUOKCHUIAHTHBIX
depmenTos (SOD, POD, CAT,
APX). Moaynsuus 3KCIrpeccuu
YyBCTBUTEJIbHBIX K 3aCyX€ F€HOB:
TPAHCKPUMLIMOHHBIX (haKTOPOB,
boTocuHTETUUECKUX OETKOB,
reHoB penokc-romeoctasa (GST,
SOD, GPX, RBOH) u reHos,
BOBJIEKA€MBbIX B CUTHAJIMHT
dutoropmonoB (ABK, atuieHa,
ayKCUHOB)
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CTBOBAHME OKHUCIUTEIBHOIO apriuHUH-3aBUCHUMOTIO
mytu OouocuHTe3a NO, IJisT KOTOPBIX cIieluduye-
ckue (hepMEHTHI ellle TOJIBKO MPEeICTOUT UICHTU(DI-
onpoBaTth [4, 22].

BoccraHoBuTeNbHbIE MEXaHU3MBbI CBSI3aHBI C pe-
aKlMsIMU BOCCTAaHOBJIEHUSI HUTpaTa MPU y4yacTUU
HutpaTtpenyktasbl (NR — nitrate reductase). Drtor
¢dbepMeHT KaTaau3upyeT MepBylo CTaIUI0 aCCUMUIISI-
1IMU 230Ta — PEaKII1IO ABYy3JIEKTPOHHOTO BOCCTAaHOB-

sieHust Hutpara (NO5) no Hurputa (NO,), KOTOpBIi
Jlajiee C yyacTMeM aCCUMWISITOPHOM HUTPUTpENyKTa-
36l (NiR — nitrite reductase) BoccTaHaBIMBaeTCs 0
aMMOHMSI, HEOOXOAMMOTIO i1 CUHTE3a aMUHOKUC-
noT. Bmecte ¢ TeM NR cnocobHa KaTanu3mpoBaTh
peaKiUIo OAHOIJIEKTPOHHOTO BOCCTAHOBJIEHUSI HUT-
puTta ¢ obpazoBaHuem NO [24, 25]. CymmapHO Npo-
1IECC BOCCTaHOBUTENbHON TpoaykKuuu NO MOXHO
YCJIOBHO BbIPA3UTh B BUJE IBYX YPABHEHUIA:

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

NR-3aBucumoe odbpazoBaHue NO ObLUIO BBISIBJICHO Y
pa3HbIX BUAOB pacteHuil [4, 24, 26]. B MmoneibHOM
pacTuTesibHOM 00beKTe Arabidopsis thaliana nneHTU-
dunupoBanHo nBe n3odopMul pepmernta NR1 1 NR2,
komupyemblie reHamMu NIAI n NIA2 [25]. Pactenud ¢
oBepakcnipeccueit NIAIu NIA2 reHoB 1 HAKOTLJIEHU -
eM cooTBeTcTByOIIMX NR1 1 NR2 6enkoB xapakTe-
PU30BAIMCh 3HAYMTENbHBIM MOBBIIIEHWEM MPOIYK-
uuu NO [27].

VYuyactue NR B npoiiecce oopazoBanuss NO MoxxeT
OBITH CBSI3aHO HE TOJBKO C €€ HUTPUT BOCCTAHABJIM-
BaIleil aKTUBHOCTBIO, HO TaAKXKe CO CITIOCOOHOCThBIO
repenaBarb JEKTPOHbI Ha IPYroil GepMEHT aMUIOK-
cumpenykrady (mARC — mitochondrial Amidoxime
Reducing Component), HENOCPEICTBEHHO KaTaInl3U-

pytomuii peakuuio BocctaHosiieHss NO, no NO. [lo-
atoMy mMARC pacTeHuii pemToxKeHO 0003HaYaTh C
ucnojbp3oBanueM abopeBuatypel NOFNiR (NO
forming nitrite reductase), a caMy JByXKOMITOHEHTHYIO
NO-npoayuupytolyto cucteMy, oopazoBaHHyo NR
coBMecTHO ¢ MARC B Buze 3anucu NR:NOFNiR
[24, 28]. IloTeHIMaNBbHONM CIIOCOOHOCTBHIO BOCCTa-
HaBauBaTh HUTPUT J0 NO o06nagaroT TpU APYTUX
depmenTa: cynbpdurokcumasa (SO), KCAHTMHOKCUIIO-
penykraza (XOR) u anpnernnokcumasa (AQO), mo3To-
My nx Hapsay ¢ NR 1 mARC npemioxeHo oobeau-
HUTH B CAMOCTOSITEJIbHBIN KJIacC “HecnepPruiecKrux
NO-o6pa3zyonx HUTpuTpenykras” [26]. Kpome Toro,
BOCCTaHOBUTEJIbHAs TTpoayKiuus NO MOXET IIpoTe-
KaThb B MUTOXOHIpusx ¢ ydactueM DTLl mMuToxoH-
IpUii, a TaKXe B XJIOpOIUIacTax, IMepoOKCHUCOMax U B
anomacre [4, 14, 22].

IMonnepxxanue romeoctaza NO B pacTeHUSIX
OCYIIECTBIISIETCSI MIyTeM €ro JAeNOHUPOBaHUS B BUIE
S-nurpozornyratuoHa (GSNO) wiu B hopMe HUT-

po-xupHbiXx kucinotr (NO,-FA — Nitro-fatty acids)
[29, 30]. CBoii BKj1an B peryJIsiLiio 3HIOTEHHOIO YPOB-
H9 NO BHoOCST (UTOINIOOMHBI, MPpUHAMIJICKAIIEe K
CeMEeCTBY HECUMOMOTUYIECKIX TeMOIJIOOMHOB, KOTO-
pbI€ CIIOCOOHBI MepeaaBaTh aTOM KKCJIOpOa Ha MoJie-
Kkyiy NO ¢ oOpazoBaHUEM HUTpUTA, BBICTYMAsI, TAKUM
o0pa3oM, B Ka4eCcTBEe CBOEOOpPA3HBIX “‘TymmuTeeii”
NO [3, 31]. CymecTBOoBaHNE TaKOTO pa3HOOOpa3us
MeTabOoJUYECKUX TTPOLIECCOB, CBSI3aHHBIX C MOAACP-
XkaHneM romeocrtaza NO B paCTeHUSIX OOBSICHSIETCS
MX MOTPEOHOCTHIO B ITOMIEPKAaHUHM 0a30BOr0 YPOBHS
NO, BBIIOJHSIONIETO Ype3BbIUaitHOE MHOXECTBO pe-
TYJISITOPHBIX (DYHKIINI B X0OI€ X HOPMAJILHOIO pa3-
BUTHS U aJariTalldi K MEHSIIOIIUMCS YCJIOBUSIM Cpe-
Ibl [4].

2. DYHKIMOHAJIBHAA AKTUBHOCTbD
NO B PACTEHUAX

Cospemennbie nomxons! K u3ydennmo NO. Uccneno-
BaHMe (PYHKIIMOHAJIbHOUM akTUBHOCTU NO B pacTu-
TEJIBbHBIX 00BEKTaX IIPOBOIUTCS C IIOMOIIIBIO IMMPOKOTO
apceHajia MeTOIOB, BKIoUast (hapMaKOJIOTMIECKIe, Te-
HETUYECKHE ITOOXOObI, KauyeCTBEHHBIC U KOJIMYe-
CTBEHHBIC METOIBI OLeHKM »HmoreHHoro NO [12].
®dapmakonornyecKue MoaXoabl CBSI3aHbl C 9K30TCH-
HoIi 06paboTKoii pacteHuit noHopamu NO. J1ist 3T0-
O Yallle BCEro MCIOJb3YIOTCSI HUTPOIIPYCCU HATPUS
SNP (sodium nitroprusside), S-HuTpo30-N-aleTuIIe-
HutiaMuH SNAP (S-nitroso-N-acetylpenicillamine)
n S-uutposorimyratuoH GSNO (S-nitrosoglutathi-
one). J1onmoJHUTEIBHBIM TOKA3aTeIbCTBOM IIPOSIBIIC-
HUsI KOHKPETHBIX 3¢dekToB noHopoB NO ciyxkar
JIIaHHbIE, TOJIYyYeHHBIE C ITapaUIeIbHBIM IpUMEHE-
HUEM CKaBEHIXXEPOB U/WI UHTUOUTOPOB DHIOTECH-
Hoit mpoxykmu NO [16]. K ckaBeHmkepam NO ot-
Hocsarcsa PTIO (2-phenyl-4,4,5,5-tetramethylimidaz-
oline-1-oxyl-3-oxide) u ero npouszBogHoe — cPTIO
(2-4-carboxyphenyl-4,4,5,5-tetramethylimidazoline-
1-oxyl-3-oxide). HMuruburopamm mnpoaykuum NO
saBJsitoTCs Boiabdpamat Hatpust (Na,WO,) u L-NAME
(NC-nitro-L-arginine methyl ester), yraeramommumu
BOCCTaHOBUTEJIbHbIC I OKUCIUTEIbHBIC peaKIIuu 00-
paszoBanus NO, cootBeTcTBeHHO [14, 16, 20]. [Ipu-
MeHEHNE TOHOPOB IT03BOJISIET UMUTHUPOBATh 3PP eKk-
Tol NO B pacTeHusix. BMecTte ¢ TeM a3HAOreHHasl Ipo-
aykausts NO MOXET MOIYJIMPOBAThCSI C ITOMOIIBIO
TeHETUYECKUX TEXHOJIOI 11, OCHOBAaHHBIX Ha ITOJIy4Ye-
HUM MYTAHTHBIX U TPAHCTeHHBIX JIMHUI pacTeHU C
n3MeHeHHoM nponykiueii NO. BaxHbIe cBeneHUS O
MEXaHN3MaX MOPONYKIMM M (PYHKIMOHAJIBHOM aK-
TuBHOCTU NO OBLIM MOJy4eHbI C UCHOJIb30BaHUEM
Takux auHuTi [ 15, 32].

Y MonenbHOro pacTuTesIbHOTO 00beKkTa A. thaliana,
onucaHsl nial u nia2 mytanThl ¢ fedekramu 1mo NIA1
n NIA2 reHaM, KOTUPYIOIIUM ABe M30(OPMBI HUTpa-
tpeaykTadbl NR1 1 NR2, cooTBETCTBEHHO, a TaKxKe
JIBOIIHBIE MYTaHTHI nialnia2. C nX ITOMOIIBIO ObLIO
ycraHoBJieHO ydactre NR B peaknmsax oOpa3oBaHUs
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NO, u ero BOBjICYECHHE B IPOTEKaHHE IIPOLIECCOB
¢dbopMuUpoBaHUs KOpHEM, MHULIMALIMY [IBETCHUS U B
PETYJISILUIO YCThMYHBIX IBVKeHM I [24, 25, 27]. LleH-
TpanbHas ponb NR B HUTpUT-3aBUCUMOIT IIPOOYK-
nuu NO OblIa MOATBEPKIEHA B DKCIEPUMEHTaX C
TPaHCTeHHBIMU JUHUSIMU A. thaliana, XxapakTepusy-
IOIIMMUCS TIOBBIIEHHOW mnponykmueir NO, o0y-
clioBieHHOI oBepakcipeccueiit NIAI u NIA2 reHoB
[27]. TToHUXEHHBIMU YPOBHSIMU 3HAOTeHHOro NO
XapakTepu3yIoTcs noa l MyTaHThl A. thaliana o reHy
NOAI-6enka (Nitric oxide-associated protein 1), ko-
TOPBIIA paHee paccMaTpHUBAaJICS B KayeCTBE PacTU-
tenbHOIT NO-cuHTa3pl. B mocnemyromnieM OBIITIO ycTa-
HOBJICHO, YTO JaHHBIN Oejtok NOS-dpepMeHTOM He
SIBJIsIETCSI, a IpyuHamIeskUT K unciay [ Td-a3 1 oka3biBa-
€T IUIEOTPOITHOE BIMSHIE HA PACTUTEIbHbBII META00-
JIU3M, B TOM YMCJIE Ha OKUCIUTEIbHYIO IPOIYKIIHIO
NO. B cBs13u ¢ yeM noal MyTaHThI IIIUPOKO IIPUME-
HSIIOTCSI IUIST MCCeO0BaHMsI peTysaTopHOi pom NO
B pacteHusix [ 15, 33]. Tpoitnbie nia IniaZ2noa I MyTaHTBI
A. thaliana c nepunutHoit NO-TIponyKLMen MposiB-
JISTIOT TUIIEPIYBCTBUTEIBHOCTh K HEIOCTATKY BJIaru,
CBSI3aHHYIO ¢ HapymeHussMu ABK-kKoHTpompyeMbIx
YCTBUYHBIX IBVXKCHUIA, UTO MOATBEPXKOAACT BAXKHYIO
ponb NO B peryisinuu 3aCyXOyCTOMUYMBOCTU pacTe-
Huii [15, 34].

Hns A. thaliana oxapakTepu3oBaHbl n0x ] MyTaHT-
HbICe JIMHUM C MOBBIIIeHHOM npoaykuueit NO ¢ ne-
¢exkramu 1o reny CUEL (chlorophyll a/b binding
protein underexpressed 1), KogupymoIIeMy XJIOpO-
TJIacCTHHIN hochoeHoanmupyBar/pocdar TpaHCI0Ka-
Top [35]. B aTX MyTaHTax BBHISIBJICHO IIOBBIIIIEHHOE
colepkaHWe apruHMHA, 4YeM, II0-BUAMMOMY, OO0y-
CJIaBJIMBAETCSI CBEPXIPOAYKIIMS B HUX OKCHUIA a30Ta,
ogHako CUEI-3aBucuMBIil MeXaHU3M 00pa30BaHUSI
NO noka He mousareH [32]. Tem He MeHee, noxI nn-
HUM OBbUIM YCTIEIIITHO MCMOJb30BaHbl B MPOTEOMHbBIX
HCCJIETOBAHUSIX, IIPOBEACHHBIX C IIOMOIIBIO IByMEP-
Horo 311eKTpodopesa ¢ mocneayommmMm MALDI-TOF
MS-aHanu3oM Opu U3YyYeHUU NpoUIst U UIEHTU-
dukaumn NO-monpynupyembix 6enkoB [32, 35]. C
TOMOIIBIO IPYTUX MyTAHTHBIX JTUHUIA gsnor I-3 ¢ TIOBBI-
IIeHHBIM conepxaHrueM NO, 1eUIUTHBIX IO S-HUT-
posornyratnoH penykraze (GSNOR), uccienoBanach
POJIb IIpo1iecca S-HUTPO3WINPOBAHMS B PETY/ISILINHI aK-
TUBHOCTH pa3MYHBIX 0enKoB [17]. B yactHOCTH, OBLITO
YCTAHOBJICHO, YTO IPU S-HUTPO3UIMPOBAHUM MOIY-
mpyetcsa aktuBHOCTb NADPH-okcmnaswel, 3ameii-
CTBOBAHHOI B IPOrpaMMUPYEMOI KJIETOYHOU cMep-
™ [36], NPR1-6€e1Ka, aKTUBUPYIOIIETO SKCIIPECCHIO
T€HOB 3allIMTHHIX OEJIKOB IpY MH(MUIIUPOBAHUHU Ma-
toreHamu [17], u SnRK2-nipoTrenHK1Ha3b1, BOBJIEKA-
emoil B ABK-3aBucumoe NO-omocpenoBaHHOE 3a-
KpbITHE yeThuIl [37].

K HacTostieMy BpeMeH! MoIy4YeHbl TPaHCTeHHBIE
JMHUM A. thaliana ¢ KOHCTUTYTUBHOM 3KCIIpeccueii
reHa HelipoHHOI NO-cunHTasbl Kpeic (nNOS) [38], re-
Ha OtNOS NO-cuHtasbl Bonopocieit Ostreococcus tauri
[39] u nunum O. sativa, sxcnpeccupylome rNOS
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reH miekonuTaiomux [40]. C ucrronb30BaHNEeM 3TUX
TPaAHCTEHOB IIPOBOAMJIMCH SKCIIEpMMEHTaIbHbBIE pa-
060ThI, 110 BhIsIBIcHUIO pojii NO B pa3BUTUM YCTOM-
YUBOCTU PACTEHUI K OKUCIUTEILHOMY CTpEcCy, 3a-
cyxe u 3acoyieHuto [15, 32, 38—40].

Cpeau KOJIMYEeCTBEHHbIX METO/IOB OLIEHKU 3HI0-
reHHoro NO HauboJjiee TaBHUM 1 XOPOIIIO U3BECTHBIM
cnocoboM sBisieTcs meton [pucca, oCHOBaHHBINM Ha
00pa30BaHUU a30TKPACUTEJISI C MAKCUMYMOM MOTIJI0-
meHus npu 540 HM, KOTOpO€ OLIEHMBAIOT CIIEKTPO-
doromeTpuuecku [20, 41]. Boibimoit MaccB JTaHHBIX
MOJIYYEH C MOMOIIBIO JIEKTPOHHO-TIApaMarHUTHOTO
pesoHaHca (OIIP), razoBoii xpoMmaTtorpaduu, mpsi-
MOIl U HempsaMoil XxeMuIIOMUHUCIeHIN [16]. s
nerexkiy NO nmocpeacTBoM KOH(MOKaTbHON MUKPO-
CKOIHWU UCITOJIb3YIOTCS (DJIyOpECIEHTHBIE KpaCUTEIN
muamuHogyopecuudbl (DAFs) m ux pasznmuHbie
MoIU(UKALIMU, KOTOPbIE MO3BOJSIOT YETKO OTClIe-
JKMBaTh UBMEHEHUs YPOBHS 3HIoreHHoro NO 1 BbI-
SIBJISITH MECTa €T0 00pa30BaHUs B PACTUTEIbHbIX TKA-
Hax [12, 20].

2.1. YHACTHE NO B PETYJIALIMA
POCTA U PAZBUTUA PACTEHUUA

B Hacrosiiiee BpeMsi ToJiydeH OOJIBbIION MaccUB
JNIaHHbIX, YKa3bIBaIOIIMX Ha BBITIOJHEHWE OKCUIOM
a30Ta KapAWHaJIbHO BaXHbIX (PyHKIIUI B XOJ€ BCETO
JKU3HEHHOTO 1IMKJIa paCTeHUI Ha Pa3HbIX CTAAUSIX UX
pPa3BUTHUS B HOPMaJIbHBIX YCIOBUSIX TTPOU3pACTAHUS.
oxa3zaHo ero yyactue B peryjisiliMy MOKOs U Ipo-
pacTaHUsI CEMSTH, KJIETOYHOTO 1IMKJ1a, BETeTAaTUBHOTO
pocra, muddepeHIUANN TKaHENW, (HOPMUPOBAHUS
aApXUTEKTYpPbl KOpPHEM, pa3BUTHUSI CUMOMOTUYECKMX
CBsI3eil, IBETEHUS U co3peBaHusI I1oaoB [8, 18, 42].

Okcua a30Ta XapaKTepu3yeTcsl IPKO BbIpaXkeHHOM
CIIOCOOHOCTBIO MHIYLMPOBATh IpOpacTaHUE CEMSH,
CTUMYJIMPYS BBIBEICHNE UX 13 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 mpumepe L. sativa O6b1J10 MOKa3aHO, UTO UH-
IYLIMPYIOIINIA IIpopacTaHre ceMsiH 3¢(h(EKT TOHOPOB
SNP unu SNAP Hocu 10303aBUCUMBIN XapaKTep U
HUBEIUPOBAJICS IIPU UCIIOIb30BaHUKU NO-CKaBeH-
mxkepa cPTIO [44]. O6paboTtka cemsH Hyrta Cicer
arietinum noHopaMu NO BbI3bIBaJIa B HUX WHIYKIIATIO
SKCIOPECCUM T€HOB I'eKCOKMHAa3bl 1, pochodpykTo-
KMHAa3bl 6, MUpyBaT-KWHA3bl, O,-aMWJIa3bl, CBSI3aH-
HBIX C YTWIM3alMell caxapoB, U aKTHUBAIUIO T€HOB
mUKIUHOB (cyclin-D4-1-like n cyclin-B1-4-like), 3a-
JIEACTBOBAHHBIX B MIPOILIECCE PETYJISIIIUN KJICTOYHOTO
nukiaa [46]. Torma Kak B ceMeHax MIIEHULbI IO
BIMsiHUEM 3K30reHHOro N O Ha0J1101aI0Ch ITOBBIIIIE-
Hue GepMEeHTATUBHON aKTUBHOCTH [-aMuiasbl U
ypoBHs okuciaeHust NADPH, yem oOycinaBnuBaeTcs
yCUJIeHHE IIPOLIECCOB THAPOJIM3a IoJIMCaXapuaoB U
neHTo3o0docdaTHOTO IIYyTH KaTaboJiM3Ma TIIIOKO3HI,
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COOTBETCTBEHHO, UTO B 11€JIOM MOTJIO HATU CBOE OT-
pakeHWe B CTUMYJISILIUY ITpopacTaHus ceMsiH [§, 47].
NO-MHIYLIMPOBAHHOE YCUJIEHNE aKTUBHOCTHU [3-aMu-
Jia3bl ¥ CTUMYJISILIMSI TTpOpacTaHusl HaOIIo1a1ach 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-
IIMI0 BETeTaTMBHOTO POCTa ObLIM TOJyUyeHbl MOYTHU
TPU NEeCATUIIETUSI Ha3al, Korjga Obljia BbISIBJIEHA Ofl-
HoBpeMeHHast aMuccusi NO 1 aTujieHa cTaperoniMu
JCcThsiMu ropoxa [48]. I1pu 3ToM B HU3KMX KOHIIEH-
TpalMsIX OKCUJl a30Ta CHUXXaJl MHTMOUpyollee Aeii-
cTBME AeUIIUTa BJard Ha pocT JIMCTbeB. biaromnpu-
saTtHoe aelictBue NO Ha pOCT JIMCThEB OOBSICHSIIIOCH
€ro CrocOOHOCTbIO TOHMKATh YPOBEHb COMIEPXKaAHUS
B Hux sTuieHa [8, 48]. MHKyOupoBaHue KOHUYMKOB
KOpHeil 3-CyTOUHBIX TTPOPOCTKOB KYKYpPY3bl B IMpPU-
CYTCTBUM pa3nuIHBIX 1oHOpoB NO, Bkinogyass SNP,
GSNO, HUTPUT HATPUS U HUTPOLIMCTEUH, CTUMYJIM-
poBaiio ux aaoHranuio (tada. 1) [8, 49]. NO ungynu-
pOBaJI 1€3TUOJUPOBaHKE TUTIOKOTUISI PACTEHUI ca-
JlaTa, MOAABJISISI TIPU 3TOM YBEJIMUYEHUE €r0o JIMHEHHBIX
pa3MeposB [44]. [IpucyTcTBHE B cpelie IpopacTaHUs
SNP B koHueHTpauusx ot 50 no 200 uM crioco6cTBO-
BaJIO YBEJIWYECHMIO JIMHEMHBIX pa3MepOB 4-CyTOYHBIX
MPOPOCTKOB MIIEHUIIbI U aKTUBALIUU MTPOLIECCOB KJle-
TOYHOTO AEJIEHUSI, O YeM CBUIIETEIbCTBOBAIU MMOKa3a-
TeJIM MUTOTUYECKOTO MHEKCa allMKaJIbHOI MepuCTe-
MBI KOpHeii [45]. B monb3y BeIITOJTHEHUS BAXKHOM PO
NO B peryisiudu OpolecCOB BEreTaTUBHOIO poCTa
cTy>KaT JaHHbIe o0 AedeKTax B pa3BUTUM KOpHEN, 3a-
MeUIEHUM pOCTa Mo0eroB U HapylleHUU 1IBETeHUS Y
Atnoa I MyTaHTHBIX TUHUM A. thaliana, XapakTepu3yro-
IIMxcsl CHKeHHoM npoaykiueid NO [15, 33].

IIpu uccaenoBanum ydgactusgs NO B peryisiiin
MPOLIECCOB LIBETEHUSI ObLIO BBISIBJIEHO €r0 OMOJIAXKH -
Balolllee OeiiCTBHE, KOTOPOE IIPOSIBISIETCS B TOPMO-
JKeHUM Tepexoa pacTUTEILHOTO OHTOTeHe3a OT CTa-
JINY BEreTaTMBHOTO POCTa K PENpOAYKTUBHOM (a3ze
pasButus. B monb3y omomaxuBarommx 3QEdeKToB
OKCHIIa a30Ta CIIy>KaT JaHHbIE O OoJiee IMO3THEM 3a-
LIBETAaHUM CcBepx Mponyuupywimnx NO noxI-my-
TaHTHBIX TUHUIL A. thaliana [35], a Takke gaHHBIE 00
YCKOpPEHHOM IIepexojie K Ipoiieccy nBereHuss NO-
Ie(ULIUTHBIX nosI-MyTaHTOB A. thaliana [50]. Ilpu
perynsaunu 1BeteHuss NO HTpaeT posib KIIOUYEeBOTO
KOMITOHEHTA B Ipolieccax BOCIpUiTUs HOTorepuo-
Jla, pocTa M B3aMMHOI OpHUEHTAlMU MUKPOIWIE U
MBUIBLEBBIX TPYOOK [51]. OMmonaxuBarominii 3¢ ekt
NO npu UBETEHUU MOXET OBITH CBSI3aH C €r0 aHTH-
OKCUAAHTHOI aKTUBHOCTbHIO. OKa3bIBasl BAUSIHUE Ha
MPONYKIINIO ackopbaTa, a TakKKe Ha aKTUBHOCTHb
KCAaHTUHOKCHUIA3bI ¥ CYTIEPOKCUIITNCMYTA3hI B IIBET-
Kax, KaTaJIM3UPYIOILIMX PeakKlMU paciiaaa nepeKkucu
W HeUTpalu3allnu CyrepoKcua aHnoHa, NO MoxXeT
CITOCOOCTBOBATh TOPMOXKEHMIO ITPOIIECCOB CTAPEHMS,

U YBEJMYUBATh MPOAOKUTENBHOCTD Mepuoa 1BETe-
Hus [8]. Takue addexktel NO MOryT mpeacTaBisiTh
MPaKTUYECKUII UHTepeC IJIsl 1eKOPATUBHOTO 1IBETO-
BozncTBa [18].

NO BHOCHUT BaXHBII BKJad B IIPOLIECCHI pOCTa U
Pa3BUTHS KOPHEBOI CUCTEMBI, BBITTOIHSISI POJIb KITIOUE-
BOTO MHTEpMeInaTa B ayKCUH-3aBUCUMOI PeTy/Isiiiu
¢dopMUpoBaHUs apXUTEKTYphl KOopHeii [8, 18, 52, 53].
Oo6padboTka noHopom NO pacTeHmrit ToMara u orypiia
OoKa3bIBajla Ha HUX ayKCUH-TIOMOOHBIN 3¢h(deEKT, KO-
TOPBI IPOSIBJISUICS B YBEJIMYCHUN CTEIIEHU pa3BETB-
JIEHHOCTU KOPHEBOM CUCTEMBI, CBI3aHHOM C aKTHUBa-
11Meit pocta GOKOBBIX M TPUAATOYHBIX KOPHEN Ha o~
He 3aMeIJICHUsI pocTa IIEPBUYHOTO KOpHS (Tadi. 1)
[52, 53]. C momompwio OT-TTLP anann3a ObLIO BBEISIB-
JIeHO, yTo 1o BiausiHueM NO o0paboTKU B OTpe3Kax
KOpHeii ToMara IIPOUCXOINIIO0 YCUIIEHIE SKCIIPECCU-
OHHOM aKTUBHOCTH TeHOB LIMKINHOB CYCD3;1 mn
CYCA2; 1, cBsI3aHHBIX C IIpolleccaMy KJIE€TOYHOTO Jie-
JIEHUSI, YTO MOXKET UTPaTh CBOIO posib B NO-3aBUCH-
MBIX TIpolieccax KopHeoOpasoBanus [54]. Ha TecHoe
B3auMojeiicteue NO ¢ ayKCMHaMU NpU PeTyIsLuun
pa3BUTHsI KOPHEBOI CUCTEMBI YKa3bIBAIOT JaHHEIE 00
narnonposannn M YK-3aBucumoro obGpasoBaHms
MPUIATOYHBIX KOPHEHW B paCTEeHUSIX Oryplia IO/ BJI-
saHueM ckaBeHmkepa NO [8]. B pacrenmsax canara
NO naayonpoBan nnddepeHIMannio cueindmye-
CKMX KJICTOK BITUAepMHUca — TPUX00JIacTOB ¢ obOpa-
30BaHMEM KOPHEBBIX BOJIOCKOB. YBEJIUYCHUE YPOB-
Hs NO B KOpHEBBIX BOJIOCKaX cajiaTa Imp1 oopadboTKe
1-Hadtun ykcycHoit kucinotoit (HYK) nmonreepxkna-
€T eTr0 y4acTHe B KOHTPOJIMPYEMBIX ayKCMHAMM IIPO-
neccax KopHeobpazosaHud [ 18, 55].

YuuteiBasg TOT PakT, 9T0 GOPMUPOBAHUE KOPHE-
BOI cCTeMBI ocymiecTBiasercs ¢ yaactueM NO, cra-
HOBUTCSI SICHOI €ro poJib B PEryJsluU IPOILECCOB
MUHEpaJIbHOTO NuTaHusi. MMeTcs: cBeneHnsl O BO-
BaedeHn NO B peryiasiudio roMeocTa3a Makpo- U
MUKPO3JIeMEeHTOB, BKJItouast a3oT (N), docdop (P),
kamuit (K), maraumit (Mg), uusaK (Zn), xene3o (Fe)
nT.a. [18]. Dk3orerHas NO o0paboTKa pacTeHU
KyKypy3bl CHOCOOCTBOBaJIa TPENOTBPAILICHUIO WHY-
LPYEeMOTo AeUIINTOM XKeJle3a Pa3BUTHS XJIOpO3a JIM-
CTheB (Tad. 1), YTO MOXKET OBITH CBSI3aHO C aKTUBALIEH
MOJI, €r0 BJIUSIHUEM 3KCHPECCHUU TeHOB XJIOPOILIACT-
HBIX 0enKoB: rbcL (Rubisco large subunit) u psbA (D1
protein) [56]. ¥ pacTeHui1 ToMaTa IIPU HEXBATKE K€~
Jiea B KJETKax 3MUAepMHUca KOpHel Habomancs
opIcTphIil cuHTe3 NO, KOTOpbIif BOBJICKAJICS B PEry-
Jsiumio akcnpeccun reHoB LeFER, LeFRO1, LelRT,
3aJIeiCTBOBAHHBIX B IpoOIllecce MOTIIOMICHUS Xene3a
[57, 58]. Anamornunsiii 3¢pdext NO Ha aKTUBHOCTh
TE€HOB, CBSI3aHHBIX C YCBOCHMEM Xejle3a, ObLT BhISIB-
JIeH B pacTeHusix orypua [58]. Ok3oreHHass NO-006-
paboTKa KUTaWCKOW KammycThl Brassica chinensis L.
CHITDXaJIa MHTUOMpYyIollee AeiicTBUe neduiiura xKe-
Jile3a Ha IIpoTeKaHue peakluil ¢orocuHTe3a [59].
Oxcup a3oTa CIiocoOCTBOBaJ pEMOAYISILIAY CTPYKTYPhI
KOpHel B ycioBusx aedunura docdopa wim Kanus,
®UBNOJIOTHS 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 gpochopa NO MHoBHIIAET YPOBEHb
9DKCCyIalluM ILIMTPATOB, CIIOCOOCTBYSI COJIIOOMJIM3a-
o ¢pocdaToB B TOYBE M YIYUYIICHUIO YCBOCHMUS
docdopapacrernem [61]. iMeroTcst cBeneHUS O TTOBbI-
meHnn ypoBHI NO B KJIeTKax B YCIIOBUSIX IeUIIATa
Kkamud [18, 62]. B pacrenusix A. thaliana NO, reHepUpy-
eMBbIi1 B OTBET Ha HEXBATKY Kajiusl, BOBJIEKAJICS B Pery-
nstumio aktuBHocTh KY-kananos (AKT1), uTo MOXeT
BHOCHTBH CBOM BKJIaJI B MOMIepKaHNe TOMeOoCcTa3a Ka-
JIMS B pacTUTeNbHON KieTke [63, 64]. B3auMocBsi3b
NO c a30THBIM NMUTAHUEM PACTEHUII B HaACTOSIIEe
BpeMsl He BBI3BIBACT COMHEHUII, TOCKOJbKY OOHUM
13 OCHOBHBIX MCTOYHUKOB €r0 00pa3oBaHMs B PacTU-
TeJIbHBIX OPraHU3Max SIBJISTFOTCSI HUTpaT/HUTPUT-3aBU -
CHMBIE TYTH, B KOTOPBIX LIEHTPAIbHYIO POJIb UIPAET
KJTIOYEBOI (hepMEHT a30THOTO 0OMEHA — aCCUMMIISITOP-
Hast NR [4]. NO HaxoauTcsl B LIeHTpe TOHKOI HAaCTpOii-
KI TOMEO0CTa3a a30Ta, ITocKonbKy NO, IIpoayLmpyeMbIii
B XOJIe peaKluii aCCUMWISILIAM HUTpaTa, MOXKET MOIY-
JIMPOBAaTh aKTUBHOCTh HUTPATHBIX TPAHCIIOPTEPOB,
PETyJINpysI CKOPOCTh IOCTYIUICHUSI HUTPATOB B KOPHU
pactenmnit [25]. Kpome Ttoro, NO urpaer MHOXKe-
CTBEHHbIE (PYHKIIMM B PETYJSIUM PacCTUTETbHO-
MUKPOOHBIX B3aMMOASHCTBUIA 1 YCTAHOBICHUN CUM-
omoTtudeckux cBsa3eit [8, 18].

OmHUM M3 TIePBHIX J0Ka3aTeJabCTB ydyacTus NO B
CUMOMOTHUYECKUX B3aUMOIEHCTBUSIX OTHOCST JdaH-
HbIE 2JIEKTPOHHO-MapaMarHuTHOro pesoHaHca (BI1P)
00 o00pa3oBaHUM HUTPO3UI-JIETTEMOITIOOMHOBBIX
(NO-Lbs) KOMIUIEKCOB B KJIyOeHbKaX KOPHEN COU U
HyTa [65]. B mocnenyromeM OBIIO MOKa3aHO, YTO
B3amMonelictBue NO ¢ JerreMorsioOMHaMM KiIy-
OEHBKOB MHAYLIMPOBAIOCH ITPU 00pabOTKe 3TUX pac-
TEHWI pacTBopaMy HUTPUTOB [66]. K oGpa3oBaHmIo
NO-Lbs KoMIIIEKCOB OBLIN CIIOCOOHBI TOJILKO MOJIO-
JIble aKTMBHO METa0OJIU3MpYIolIe KITyOeHbKU, ITO-
CKOJIBKY B COCTApHMBIIMXCSI CTPYKTypax TaKKMe KOM-
IUIEKCHI He BBISIBISUIUCH [65—67]. B monb3y yyactust
NO B cUMOMOTUYECKUX B3aMMOACUCTBUSIX CBUIIE-
TEJIbCTBYIOT HaHHbIC O IposiBieHnrn NOS-110q00HOoM
aKTMBHOCTU B KIyOeHBKax JonmHa Oenoro Lupinus
albus [8, 68]. IlosydeHbl cBegeHUa 00 MHULAALIMN
cuMbuo3sa y olepHbl Medicago truncatula non BIusi-
HueM pacturelibHoit NOS-nogo6Hoit 1 NR-akTuB-
HOCTH, Torna Kak 6akrepruanbHast NOS- n NR-akTus-
HOCTU, a TaKXe AbIxaTteibHasi uenb N,-hukcupyro-
IIMX OaKTepUi CIIYKIJIN B KAYECTBE JOIOTHUTEILHBIX
ncrogHnkoB NO B mpoliecce pa3BUTHSI CHMONOTHYE -
CKUMX CBs13eii [69]. YcTaHOBJIEHO, UTO JIUIOITOJIMCaXa-
puUObBI, CUHTE3UpyeMble Ha ITOBEPXHOCTH KIIETOK Me-
sorhizobium loti, HeoOXOOUMBIE IJIsI PACTUTEIILHO-PH-
300MaJILHOTO PACIlO3HAaBaHUSI B KOPHSIX pacTeHUit
Lotus japonicus, sBiastorcss NO-MHIyHUPYeMBIMU
dakropamu [70]. PerymgropHas poinbs NO BbeIsIBICHa
MPU pa3HBIX TUTIAX CUMOMO30B, HaIpUMEp, MPU aKTU-
HOPM300MaJIbHOM B3aMOACHCTBUU B KOPHSIX OJIbXU
Alnus sp., CMHMOMOTHYECKOM B3aMMOACHCTBUM B IIPO-

®U3NOJIOTHS PACTEHUN Ne 2

ToM 70 2023

liecce peruapaTalyy JIUIIAHUKA, a TAKXKe MUKOPH-
30011aJIbHOM CUMOMO3¢e y OJIuBHI [8, 71—73].

Takum o0Gpa3om, OKCHUA a30Ta UIPacT BaXKHYIO
pOJIb B pETYJISIIUY XKU3HEACITESIbHOCTA PACTCHUI Ha
pPa3HBIX CTAOUSIX UX PA3BUTHS, a TAKKE IIPHU B3aIMO-
JIEMCTBUM ¢ CUMOMOHTAMM, MMOATBEPKIAsT TOT (hakT,
yto NO gBisieTcs1 00s13aTeJIbHBIM YYaCTHUKOM peaii-
3aluy (hM3MOJIOTUYECKUX IIPOrpaMM B HOPMAaJIbHBIX
YCJIOBUSIX ITpouspacTaHus. Bmecrte ¢ TeM K HacTosiie-
MY BpPEMCHU IIOJIydeHbl MHOTOYMCJICHHBIC ITaHHBIE O
posJieueHn NO B hopMHpOBaHNE YCTOMUYNMBOCTH pac-
TEHU K CTPECCOBBIM (paKTopaM OMOTHUYECKOro M
a0MOTUYECKOIO MPOUCXOXKASCHUS, YTO IIPEACTABIISICT
OOJIBIIION MpakKTU4ecKuii nHTepec. s odbocHOBa-
Hus nipuMeHeHnsT NO Ha npakKTUKe ¢ LeJIbIO TTOBBI-
IIEHUSI YCTOMYMBOCTU U YPOXKAMHOCTU KYJIHTYPHBIX
pacTeHuii HEOOXOMMMO ITOHUMaHNE MEXaHU3MOB €TI0
3aIIUTHOIO JE€HCTBUSI B PACTUTEIbHBIX OpraHu3Max.
ITockonbKy cpean abMOTUYECKUX CTPECCOBBIX (haK-
TOPOB HamboJjiee LIMPOKO pacIpOCTpaHEHEI 3acyxa,
3aCOJIeHUe, TUIIO- W TUIEePTEpPMUSI, BbI3bIBAIOIIME
HapyllIeHNEe BOTHOIO peXX1Ma 1 00e3BOKMBaHUE pacTe-
HUI, IPUBOISIINX K CYLIECTBEHHOMY OrpPaHNYCHUIO
WX IPOIYKTUBHOCTU, OCOOBIN MHTEPEC IIPENCTABIISICT
paccMoTpeHue 3amuTHoro neiictust NO Ha pacTte-
HUS TIpU Bo3AeiicTBuU aeduiurta Biaru [15, 16, 32].

2.2. BALIUTHOE JEMCTBUE NO
B YCIIOBUAX JEOULNTA BIIATU

JlaHHBIC 0 MTOBBIILIEHUHU TIpoayKIuu NO B pacTu-
TEJIbHBIX OpraHu3Max MpU BO3ACUCTBUU BOAHOIO
cTpecca M akKTMBAllMM B HUX 3allIMTHBIX MPOrpaMm
nop, BaIustTHUEM 3K3oreHHo NO-00paboTKM CBUIE-
TEJbCTBYIOT B MOJIb3Y €0 Yy4acTUsI B pa3BUTUM YCTOM -
YUBOCTH K yCJIOBUSIM Aeduiiuta Biaard. B yactHocTH,
WHIYLIMPOBAaHHOE 3acyXoil ycujaeHue cuHreza NO
ObLIO TIPOJEMOHCTPUPOBAHO Y PACTEHUIA MILIEHULIbI,
nerpymiku Petroselinum crispum [74], samenst [75],
puca [40], B pa3HBIX IIpeACTaBUTEIISIX 0000OBBIX [76], B
MOJIeJIbHOM pacTUTebHOM 00beKTe Arabidopsis thali-
ana [63] ¥ MHOTUX APYTHX BUIaX pacTteHuii [ 14, 16, 17].
3amuTHoe AeiictBue NO MOXeET ObITh CBSI3aHO C aK-
TUBallMeil OCMOIIPOTEKTOPHOI, a Takke aHTUOKCH-
JTAHTHOM CHCTEeMBbI 3allIUThl PACTEHUI, CITOCOOCTBYIO-
IIe CHUXEHUIO YPOBHSI CTpeCcC-UHAYLIMPOBAHHOIO
o0pa3oBaHUsT aKTUBHBIX ¢hopM kuciaopona (ADPK), u
peanu3yeTcsl Ha MOJIEKYJISIPHOM YPOBHE ITyTeM HUTPO-
BaHWUS pa3IMYHbIX OUOTIOIUMEPOB, KOTOPOE MPUBOJIUT
K U3MEHEHUIO UX MPOCTPAHCTBEHHOM KOHGUTypalun
U (YHKIMOHAIBHON aKTUBHOCTU. TaK, HUTpOBaHUE
MOTYT TIpeTepIieBaTh OCJIKOBbIC (PaKTOPHI TPAHCKPUII-
uu, odycinapnusatoie NO-3aBUCUMBbIE TEPECTPOA-
KU B 9KCITPECCUOHHOI aKTUBHOCTU MHOXecTBa NO-
WHIYLIUPYEMbIX TeHOB [4, 14, 16—18].

IIposiBienue 3ammtHOro aeiicteusgs NO Ha ¢usuo-
JIOTHYECKOM ypoBHe. Ha ¢dusnonornyeckoM ypoBHE
NeficTBUE 3acyXU, a TaKxKe 3aCOJIeHUs], HeOIarornpu-
STHBIX TEMIIEPATYpP, UOHOB TSXKEJIbIX METAJIJIOB CKa-
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3BIBAE€TCS HA COCTOSIHUY BOTHOIO PEXKMMa pacTeHUMI
[16, 17]. Ero peryasuust TeCHO CBsI3aHa ¢ (PYHKIIHO-
HUPOBAHUEM YCTHUII, BEIIOIHSIONINX INIABHYIO POJIb
B IIpoliecce TpaHCIupanuu. Bo3Hukamomue Ipu
CTpecce CIBUIM MEXIY YPOBHEM TpaHCIHUpaluud U1
MOCTYIUICHUEM BOABI IPUBOMST K pa3BUTUIO BOTHOTO
neduimrTa, B pe3ysibTaTe KOTOPOTO MPOMCXOOUT M3-
MEHEeHMe TaKuX IoKa3aTeJieli BOMHOTO pexXuma, Kak
oTHocutenbHOe comepxkanue Bonbl (OCB), oBon-
HEHHOCTb, BOAOYIEPKMUBAIOIIAs Y BOIOMIOIIONIAIO-
1ast CITocOOHOCTh TKaHE M opraHoB pacteHuii [ 13].
IIpu peiicTBUM MSITKOM 3aCyXd YCTbMYHAsI IIPOBOIM-
MOCTb 1 THTEHCUBHOCTb TPaHCITPALIK MOTYT BO3pac-
TaTh. B yCIIOBUSIX CMJIBHOTO CTpecca yCThbUIIA OBICTPO
3akpeIBatotced [13, 16]. Dra 3ammuTHaAs peakius, Ha-
IpaBjieHHAs Ha OTpaHUYEHNE IIOTEPU BOIBI B pacTe-
HUSIX, PETyJMPYETCS CIOXHON CEThIO CHUTHAIBHBIX
MyTEN, KOHTPOJIUPYEMBIX TOPMOHAJIBHON CUCTEMOIA,
npenmymiectBeHHO ABK, 1 ocymecTBisieTcs ¢ yda-
ctueM SnRK2-niporenn kuHass [ 16, 37].

OKcua a3oTa BBICTYINAeT BaXXKHBIM YYaCTHUKOM
ABK-koHTponMpyeMoro Kackaaa CUTHaJIbHbIX peak-
LM, MPUBOASIIMX K 3aKPBITUIO YCTHUIL B YCIOBUSIX
BoIHOrO cTpecca (tadi. 1). O6 3ToM CBUIETEIBCTBYIOT
JlaHHbIE, TOJyYeHHbIe ¢ ucnoyib3oBaHueM NO-nedu-
OUTHBIX Atnoa l nnn nia Inia2 mytanToB A. thaliana, He
cnocoOHbIX K ABK-mHaylMpoBaHHOMY 3aKpBITUIO
ycrbuil [10, 34]. B MomeIbHBIX OMbITaxX ¢ MCIIOIb30Ba-
HYIEeM OTpe3KOoB armaepmuca Vicia faba obuia BeISIBISHA
MoBbIIIeHHAS TTPoayKLus NO B 3aMbIKaIOIINX KJIET-
Kax yCTbUIL MPU UX 3aKPHITUM B TEMHOTE, KOTOPOE
3HAYUTEIBHO CHIDKAJIIOCh MPH 00pabOTKe CKaBEH-
mxkepoM NO — cPTIO [77]. IIpoaykuus NO B
YCTBbUYHBIX KJIETKaX MTPU BO3IEUCTBUM 3aCyXU, a TaK-
ke pu oopadorke ABK ObI1a BeISIBIIeHAa B pacTeHU -
sax Medicago truncatula |76, Phaseolus vulgaris v Vigna
unguiculata [78]. B pacrenusx Vitis vinifera yBenmde-
Hue npoayKuu NO KoppeanpoBaJio CO CHUKEHUEM
YCTBMYHOI MTPOBOAUMOCTH TIpU 3acyxe [79]. DKk3oreH-
Hasgs SNP-o0paboTka momaBisia OTKPHITAE YCTBUII B
oTpe3Kax anuaepmuca Salpichroa organifolia n Trades-
cantia Spp, KOTOpO€ HUBEJIMPOBAIOCH ITPU UCITOIb30Ba-
Huu ckaBeHmkepa NO (cPTIO) [80, 81]. BoBiekasich B
PETYIISIINIO YCTEMIHBIX ABKeHMiT, NO crrocobeH oka-
3bIBaTh BJIIMSHYE Ha JpYryue mapaMeTphbl BOZHOTO pe-
xuma pacreHuit. Tak, SNP-mpemoGpaboraHHBIE
pacTeHus UHAUNCKOMN ropuulibl Brassica juncea nipu
IOI-uHaAyIMpPOBaHHOM OO0E3BOXXMBAHUM XapaKTe-
PUM30BAIMCh yydllleHMeM Toka3aTeseil apdekTuB-
HOCTM HMCTOJb30BaHUS BOJbI, UYTO CITOCOOCTBOBAJIO
MOIEP>KaHUIO POCTOBBIX MapaMETPOB U DOJIee BbICO-
KOMY YPOBHIO HaKOILUIEHUSI UMU OMOMAacChl B OTJIU-
yre OT pacTeHuii, HeoOpadboTaHHBIX JoHOpoM NO
[82]. OnpeickuBaHUE JIUCThEB pacTeHU (uzanuca
SNP B xoHueHTpauusix ot 25 no 100 uM cnoco6-
CTBOBAJIO MOJAEPKAHUIO B HUX OTHOCUTENBHOTO CO-
nepxanus Boabl (OCB) u porocuHTEeTUYECKOI aK-
TUBHOCTU TIPU BO3IEHCTBUM TIOJIEBOW 3acCyXu, UTO
OTPa3WIOCh Ha YIY4YIIEeHUW TOKa3aTesaeil pOCTOBBIX

mapaMeTpoB [83]. AHaAJIOTUUHBIE Pe3yIbTaThl OBIITN
TOJIyYeHbl Ha IPpUMEpPE PACTEHMI caxapHOIO TPOCT-
HUKa Saccharum spp., B KoTopbix NO-uHAyLIUpYE-
moe nogaepxanre OCB B KOpHSIX B YCIOBUSX BOII-
HOTO CTpecca COMPOBOXAANOCH ITOBBIIIEHUEM B HUX
YPOBHS (POTOCUHTETUYECKOM aKTUBHOCTU U HAKOII-
JICHWEM CBHIpOI 1 Cyxoii MacchI [84].

IIposBiaenue 3amuTHOro aeiicrBua NO Ha OMoxXH-
MHYECKOM ypoBHe. Ha OmMoxuMmnyecKoM ypoBHE AEii-
CTBUE O0E3BOXMBAHUSI HEraTMBHO OTpaXkaeTcsl Ha
NpOTEeKAHUM Pa3HBIX 3BEHbEB MeTaboJM3Ma, Cpeau
KOTOPBIX MPUHIMONWAIbHOE 3HAYEHUE MMEET IIpPO-
ecc ¢potocuHTe3a. CHUKEHUE CKOPOCTU (POTOCUH-
Te€3a MOXKET OBITh CJIEACTBMEM YMEHBIIICHUS TLIOIIA-
oy aucrta, Hegoctarka CO, B JIMCThSIX, BBI3BAHHOTO
3aKpbITUEM YCThUI] U HApYILICHUEM peaKInii ero ac-
CUMWISIIVH, TIOJABJICHMUS CHUHTE3a XJIOPO(WIIIOB,
KapOTMHOMIOB U A00ABOYHBIX MUIMEHTOB, pa300-
IIEHUSI TTPOLIECCOB TPAHCIIOPTA 3JICKTPOHOB U (POTO-
dochopunpoBaHusi, UBMEHEHUI B CTPYKTYPE XJI0-
poruiacToB [16] DkcnepuMeEHTAILHO NOKAa3aHO yda-
ctue NO B noaaep>kaHUM aKTUBHOCTU (pOTOCHHTE3A
1 COXpaHEHUHU LEJTOCTHOCTU (POTOCHMHTETUYECKOTO
anmapara y NOABEPrHyThIX BOTHOMY CTpEecCy pacTe-
Huii (Ta6u. 1) [14, 16]. B o701 cBsAI3M clieayeT HAoM-
HUTb, YTO BaXXHBIM CaiiToM IpoayKuuu NO B KJIeTKax
aBIIgroTCSI Xmoporuractel [4, 85]. B dorocucreme 11
(DCII) BBIIBICHBI YYacTKU B3aumonaeiicTeust ¢ NO,
JIOKAJIM30BaHHbBIE MEXKIY IIEPBUYHBIMUA 1 BTOPUYHEI-
MU aKleNTOpaMu 3JIEKTPOHOB XMHOHOBOM MPUPO/IbI
[14, 85]. BogHBblit cTpecc MHOAYLUPYET AUCCOLIUALINIO
0a30BBIX 0eJTKOBBEIX KoMIUIeKcoB B D CII, mectabu-
JIM3UPYS UX CTPYKTYPY W BBI3BIBAsT HApYyIICHUS B
MpoTeKaHUU (OTOCUHTETUUECKUX peakuuii. Om-
HUM 13 MexaHn3MoOB NO-0oIlocpeoBaHHOM 3alll-
Thl (DOTOCMHTETUYECKOrO ammapara SIBJISICTCS yda-
ctre NO B cTabunmusaiuu CTpyKTypbl (OyHKIIMOHATb-
Hbix 6esikoB @ CII ripu 3acyxe [14]. Hapsiny ¢ atTum NO
BOBJICKAETCSI B PETYJISILINIO aKTUBHOCTU T€HOB, CBI3aH-
HBbIX C (DOTOCUHTE30M, B YACTHOCTH psbA reHa MnieHu-
b1, kogupytoniero D1 6enok B DCII. IMokazaHo, 4yTo
noaepkaHue Impoiecca HoBooodpa3zoBanusa D1 6enka
CocoOCTBOBAJIO penapalii UHAKTUBUPOBAHHBIX pe-
akimoHHBIX LIeHTpoB ®CII 1 HopManbHOMY IIpOTE-
KaHUIO (DOTOCMHTETUYECKMX peaKIInii Ha CTaauy Ha-
JIMBa 3epHA B pacTeHMSIX MIIeHULBI [ 14, 86].

TopmozkeHne (pOTOCMHTETUYECKMX pPeaKIIdii TakKe
MOXeT 00yCJIaBIMBATLCS MHIMOMPOBAaHMEM aKTUBHO-
CTHU KJIIOYEBHIX (pepMEeHTOB (pOTOCHHTE3a BCJICACTBUE
A®DK-mHIyunpyeMbix KOH(POPMALIMOHHBIX HApyIIIe-
HUI ux OENIKOBBIX MOJIeKyl. OrpaHUYeHME TTOCTYII-
Jnenust CO, npu 3acyxe NPpUBOJIUT K CHUXKEHUIO YPOB-
Hs1 BoccTaHoBiaeHust NAD(P)™ no NAD(P)H B xito0-
poIuIacTax, BBI3BIBAsI YCUIIEHME MOTOKA 3JEKTPOHOB
Ha MOJIeKyJISIpHbIi kuciaopon (O,), KOTopoe conpo-
BOXIAETCS TOBBILIEHUEM IIPOAYKIIMU CYIIEPOKCHUIL

annona (O5 ). Ero GbicTpast aucMyTanus MpUBOIUT K
oOpa3zoBaHMIo MHOXecTBa npyrux dopm ADPK, Ha-
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npuMep, TuapoKcuibHOro panukaia (OH ), mepekucu
Bozmopona (H,0,), cunmierHoro kuciopona (10,), 06-
JIaaoIIMX YPE3BbIYAHO BBICOKOM pPEeaKIMOHHOM
crrocooHocThIo [87]. IIpy M30BITOYHOI TTPOIYKIINHA
A®K HauMHAaOT CaMONPOM3BOJIBHO U Hecnenduye-
CKM B3aMMOJICIICTBOBATh C Pa3IMYHBIMU MOJICKYJISIP-
HBIMM KOMIIOHEHTaMH KJIETKM, BBI3BIBAsl CEPhE3HBIC
TOBPEXIECHUSI CTPYKTYPHl U (byHKIIMIT OMoMeMOpaH,
W3MEHEHUS IIPOCTPAHCTBEHHOM OpraHn3ay 0eJIKOB
M HYKJIEWHOBBIX KucaoT [17, 87]. HeratuBHBIM T1O-
CJIeICTBUEM KOH(MOPMAIIMOHHBIX U3MEHEHMI OeIKO-
BBIX MOJIEKYJI (pepMEHTOB CTAHOBUTCS HapYIIIEHUE WX
(YHKIIMOHAILHOI aKTUBHOCTH, KaK 3TO OBLIO BBISIB-
JIeHo Wis1 (epMEHTOB, KaTaJM3UPYIOIIMX peaKIuU
mukiia KansBuH-beHcoHa, Bkmodast puOyio3o-1.5-
oucdocharkapOoKcriIaszy/OKCUTreHa3y RuBisCo
(ribulose-1.5-bisphosphate carboxylase/oxygenase),
mmmnepanbaerua-3-pocdataeruaporenasy GAPDH
(glyceraldehyde-3-phosphate dehydrogenase) u ¢oc-
¢dopudynokunHazy PRK (phosphoribulokinase) [82].
Kpome Toro, Bei3biBasi pparmeHTanuio Mojekyn JHK,
A®DK mHAyLMPYIOT MpOlIeCCHl MyTareHe3a W OcCTa-
HOBKY KJIETOYHOIO IIMKJa, YTO MPUBOIUT K TMOenIun
KJIETOK M BCETO opraHm3Ma B 1iejioM [16, 82]. Heii-
Tpanm3anust ADK ocyllecTBasieTcss ¢ ydacTUEM aH-
TUOKCHUJIAHTHOM CHCTEeMBbI, BKIIIOUalOIIei (epMeH-
TaTUBHbIE 1 He(epMEHTATUBHBIC KOMITOHEHTHI |14,
16, 17, 87]. K aHTMOKCUIAHTHBIM (pepMEeHTAM OTHO-
CATCsI, B YaCTHOCTHU, cynepokcuaaucmyTasa (SOD),
karanaza (CAT), nepokcunasa (POD), ackopb6armne-
pokcunasza (APX), momudenonokcunasa (PPO) u op.
K uyncny aHTHOKCUIAHTOB He(pepMEHTATUBHOM TIPU-
ponObl IpUHAMIEKAT TOKO(EPOJIbl, KAapOTUHOMIHI,
aCKOpOMHOBAsI KMCJIOTA, MOJMAMUHBI, HEKOTOPHIS
OeJIKM1, TEeNTUAbBl U aMUHOKWCJIOTHI, HAIIpUMep Ty~
TaTHOH U TIpoJvH [16, 17].

Pons NO B cMsryeHuMu HeraTMBHBIX 3(PGheKToB
A®K, npoayipyeMbIX Mpu 3acyxe, Oblia MpoaeMOH -
CTpUpPOBaHA B MHOTOYMCIIEHHBIX 3KCIEPUMEHTAIb-
HbIX paborax (Taba. 1). bbUIO BBISIBICHO CHIDKEHUE
MPOAYKIIMU CBOOOTHBIX JMITUAHBIX paaukaioB (R*),

cynepokcun aHuoHa (O)), TMepeKucH BOIAOPOIA
(H,0,) u npyrux cBOOOMHO-PagVKATBHBIX MOJEKYJ
o, BimstHueM NO [14, 16, 17, 81]. OnpeickuBaHue
npopocTkoB cou Glycine max pactsopom SNP (100 uM)
CIIOCOOCTBOBAJIO MX 3AIMTE OT OKUCIUTEIbHBIX MO-
BpEXIEHUI IpU Bo3aecTBUM 00e3BoxXuBaHus (10%
i 15% PEG), o yeM CBUAETENLCTBOBAIU JaHHEIE
10 CHIDKEHUIO aKKyMYJISIIIMU B IIPOPOCTKAX IIEPEeK-
cu u MJIA, aktuBHOCcTU jaurokcureHassl (LOX) u
YPOBHS 3K30cMoca 3JIeKTpoauToB [88]. Kpome Toro,
NO-o006paboTaHHBIE pacTeHUSI COM XapaKTepHU30Ba-
JIUCh TIOBBILLIEHUEM aKTUBHOCTM aHTUOKCUIAHTHBIX
depmenToB SOD, CAT, POD, APX, PPO. B cniektp
NO-uHIYyIMpyeMBIX 3alIATHBIX peakKIWii pacTeHUM
COM OT OKMCJUTEIbHBIX TIOBPEXIAECHU TPU 00E3BO-
KMBaHUY MOTYT BOBJIEKATHCS BTOPMYHbBIC METAOOJINTHI,
nockojibKy NO-06paboTka mpopocTkoB Glycine max
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CIOCOOCTBOBAJIa IOIIOJHUTEIFHOMY HAKOIUICHUIO
IIpU cTpecce MoarpeHOJIOB, (pIaBOHOUIOB U TOKO(de-
pOJIOB, a TakKKe akTuBaluu (epMEHTOB (peHmIana-
HUH-amMMuak-anassl (PAL) u THpo3nH-aMMuak-ama-
3bl (TAL), BoB/IeKaeMbIX B OMOCUHTE3 (DEHOJBHBIX CO-
equHeHUiT 1 ¢iraBoHOUIOB [88]. MIMeloTCcs1 JaHHBIE,
yTo cHIXeHne AD®K-MHIymupyeMoro ypoBHSI niepe-
KMCHOTO OKUCJICHMS JIMITUIOB B IIPOPOCTKAX JIFOLIEP-
Hbl Medicago sativa L. MOXeT OBbITh OMOCPEAOBAHO
yepe3 MAPK-3aBucuMyro aKcripeccuio reHOB aHTH -
okcumaHTHBIX depmeHToB [38]. Ilpenamoiaraercs,
yto aktTuBHOCTE SOD, CAT, APX, nermapoackop-
OaTpeayKTa3bl MOXKET PEryJIMpoBaThbCs Yepe3 Mexa-
HU3M S-HUTPO3WIMPOBAHMUSI, 4YTO MOXKET HUIpaTh
CBOIO POJIb B 3allIMTE KJIETOUHBIX CTPYKTYP ITOM, BIIUSI-
aHueMm NO [17, 38, 89]. Kpome Toro, NO mMoxeT oka-
3pIBaTh CTAOMIIM3MpYIollee AeiicTBre Ha pocdoam-
U6l MeMOpaH, 0OycIaBIMBas MOMIePXKaHUE X Te-
Ky4eCTH U DJJIACTUYHOCTH B HEOJIAaronpUsSITHBIX
ycaoBusx [18, 90].

YCTOUMBOCT pacTeHMid K 3acyxe BO MHOTOM
OoIpeensieTCsl X CIIOCOOHOCTHIO K OCMOPETYIISIIINH,
CBSI3aHHOI C aKTMBHOCTbBIO OCMOIPOTEKTOPHOM CH-
cTeMbl, (PYHKIIMOHUPYIOIIEH MpU ydacTUM pas3iny-
HBIX OCMOTUYECKHN aKTUBHBIX COCMMHEHMI, K YUCITY
KOTOPBIX MNPHUHAIJIEKUT TeTePOLUKINYECKass MMU-
HokwucyioTa nipoiauH [91]. OH xapakTepusyeTcs Bbl-
MMOJTHEHUEM MHOXECTBEHHBIX 3allUTHBIX (DYHKIIUIA
npy 00e3BOXMBAHUN PACTUTEIBHOM KJIETKH. XOPO-
1110 M3BECTHA POJIb MPOJIMHA B MOMIEePXKaHUU (DYyHK-
MOHAJIbHON AaKTUBHOCTH OCEJIOKCUHTE3UPYIOIIETO
anmnapara [14, 91]. K HacTosimeMy BpeMeHHU I10Iyde-
HBbI CBEICHUS 00 YCUJICHUU MHIYLIUPYEMOTO 3aCyXOi
cuHTe3a IpojuHa mnonx BiausHueM NO B pa3HBIX
KYJIbTypax, HaIlpuMep B paCTECHUSIX IIIIIEHUIIBI U prCca
[14, 86, 89]. KoHCTUTYTMBHAST SKCIIPECCUST KOTUPY-
ouiero NO-cuHTtaszy Kpbickl (nNOS) TpaHcreHa B
pactenusix Oryza sativa COIIPOBOXIAJIach ITOBBIIIIE-
HYEeM YPOBHSI HaKOTUJICHUS TPOJIMHA, UHAYIIUPOBaH-
HOTO MpU BO3ACHCTBUU 3acyxy WK 3acojieHus [40].
VYcunenme cuHTe3a mpoawHa 1on BiusgHueM NO B
YCIOBUSIX Ae(pULINTA BIaTu TAKXKE BBISIBISIOCH B IpY-
rMX BUOAX pacTeHUll, Kak Hampumep, Glycine max,
Lycopersicon esculentum, Ginkgo biloba, Triticum aes-
tivum (tab6a. 1) [15, 88]. BMecTe ¢ TeM HY:KHO OTMe-
TUTh, YTO B HOPMAJILHEIX YCIOBUSIX IIPOU3PACTAHUS
SNP, xak mpaBuio, He OKa3bIBAET CYIISCTBEHHOIO
BJIMSTHUSI HA cofiepkaHue mposinHa. CyllecTByeT MHe-
Hue, yTo NO-UHIyIMpOBaHHOE HAKOIUICHUE IIPOJIN-
Ha HOCHUT, BEPOSITHO, CTPECCO-CHEHIUPUICCKII Xa-
paKTep U 3aBUCHUT OT CTENIEHU CTPECCOBOI Harpy3KHu.
st ycranosineHust poiar NO B peryjssliy CUHTe3a
MpOJMHA U IIPOSIBICHUSI €T0 3alllMTHHIX CBOMCTB B
pacTeHUsIX B HOpME U MIPU BO3ACHCTBUU CTPECCOBBIX
¢dakTOpOB HEOOXOAMMO IIPOBEACHUE MOIIOJTHUTEIb-
HBIX McclieqoBanuii [ 14, 15]. JIpyrum BakKHBIM OCMO-
MPOTEKTAHTOM PaCTEeHUl SIBIsIeTCSl TIULUMH-O0eTauH
(GB), xoTOpBIiT MOXET OBITh Y4acTHUKOM NO-3aBuU-
CUMBIX 3allIUTHBIX peakiuii. B mojb3y aToro npenmno-
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JIOXKEHUSI CBUACTEIBCTBYIOT PE3yJbTaThl OILITOB, B
KOTOPbIX OBLIO IMoKazaHO, YTO OIIPBICKMBAHMUEC JIN-
CTbEB KYKYpPY3bl TOHOPOM NO CTUMYJIMPOBAIO B HUX
aKTUBALIMIO OGeTalH-aJbIery JeTUIpOTreHa3bl U Ha-
korieHue camoro GB [15, 92]. AHamoruyHble naH-
HBIe OBLIM MOJyYeHBbl Ha IIPUMEpPE pacTeHUil cou,
MOJABEPTHYTHIX BOMHOMY CTPECCY, B KOTOPBIX AOITOJI-
HUTeNIbHASA akKymynssuuss GB HaOmromanacek Bcien-
ctBue SNP-06paborku (Tadm. 1) [88].

3. MOJIEKYJIAPHBIE MEXAHU3MbI
PEI'YJIAITOPHOI'O U 3AIIMTHOTO
AJENCTBUA NO

ITpoueccsl NO-3aBUCMMOTO CUTHAJIMHTA peasu-
3yI0TCSI B PACTEHMUSIX HA TEHOMHOM, TPOTEOMHOM U
MOCT-IPOTEOMHOM YPOBHSIX B XOJ€ MHOXECTBEH-
HBIX peaklWil HUTPOBAHUS, OCYIISCTBISIEMBIX C
y4acTHEM Pas3JIMYHbIX HUTpUPYIOLIUX areHTOB (ADA,
GSNO, epoOKCMHUTPUT, HUTPOXUPHBIC KKCIOTHI)
[14, 16, 20]. B monb3y yyactust NO B peryJsiiu pac-
TUTEJIbHOTO MeTaboJIM3Ma Ha TEHOMHOM YPOBHE CBU-
JIETEJIbCTBYIOT JaHHbIE, MOJYYEHHbIE C MCIOJIb30Ba-
HUEM TpaHCTeHHBIX IUHUM A. thaliana, sxcripeccupy-
oIMX HepoHHYI NO-CUHTa3y MJIEKOMUTAIOLINX
(nNOS), KoTOpBIe XapaKTepPU30BaJINCh IIOBBIIIICHAEM
TPAHCKPUIIIIMOHHOM akTUBHOCTU 184 reHOB U ee
yruereHuem ooJiee yem y 200 reHos [38]. B xone mpose-
JIEHUsI TPAHCKPUTITOMHOTO aHaJIM3a B PACTEHUSIX JIIO-
nepHbl Medicago sativa L., TOnBeprHYTHIX AEHCTBUIO
o6esBoxkuBanus (10% PEG), o6paGoTaHHBIX WIIN
HeobOpaboraHHbIX foHOpoM NO (SNP 150 uM), onu1a
BBIsIBJICHA IMddepeHIMaIbHAs 3KCIpeccus Oosee
2000 reHOB, cpenu KoTopbIX cBbillie 800 ObLIN OTHE-
CeHBI K paspsimy NO-Momynmupyemsbix [16, 93].

NO crioco0¢cTBOBaI AOIOJHUTETHEHOMY TTOBBIIIIE-
HUIO aKTMBHOCTU T€HOB (haKTOPOB TPAHCKPUITLINU,
npuHamIexamux K cemeiictreaMm MYB, bHLH, bZIP,
HSF u HB, BoinoaHs0IMUX GYHKIUU PEryassTOPOB
CTPECCOBOrO OTBeTa y pacTeHuii [15, 16, 93]. B otBet
Ha NO-006paboTKy HaOMOmagIoch yCWJICHHWE TpaH-
CKPUITIIMOHHOI aKTUBHOCTU F€HOB, BOBJIEKAeMbIX B
curHanuHr ¢uroropmMoHoB (ABK, stuieH, aykcu-
Hbl). Tak, B MOABEPrHYTHIX O00E3BOXMBAHUIO IIPO-
poctkax noa BiausiHueM NO MpoucXoauso TOBbIIIe-
HUe 3KcIpeccuu reHoB pelenTopoB ABK cemeiicTa
PYL (pyrabactin resistance-like) u rena SnRK2-mpo-
TEeMHKWHa3bl, PyHKIIMOHUpYoliei npu B AbBK-koH-
TpoaupyemMoM 3akpbeituu yctbuil [37, 93]. SNP-006-
paboTKa CHMXKasla 9KCITPECCUOHHYIO aKTUBHOCTh TEHOB
STWIEHOBOIO CUTHAJIMHTA, Hanpumep reHoB ETRI
(ethylene receptor 1), ERFI (ethylene response fac-
torl), yka3eiBast Ha T0, uTo NO MOXKET BBICTYIIaTh aH-
TarOHWCTOM OBTUJeHa TIpU BO3ACHCTBUU BOTHOIO
crpecca [93]. NO HuBeaupoBaJl MHIMOUpYIOIee
NIeiCTBHE 3aCyXW Ha DKCIPECCUIO YYBCTBUTENbHBIX K
ayKcuHy reHoB ceMmeiictBa SAUR (small-auxin-up-
RNAS), ¢ YeM MOXKeT OBITh CBSI3aHO IOJI0XKUTEIIHFHOE
BimusiHue NO Ha pocrtoBbie Tpoliiecchl [93]. SAUR-

0enku (YHKUIMOHUPYIOT B KauyeCTBE TO3UTHUBHBIX
3¢ dEeKTOPOB TIPU aYyKCUH-3aBUCUMOM PACTSIKEHUU
KJIETOK ¥ CTUMYJISILIMA POCTOBBIX TIpoIeccoB [ 16].

ITon BausHuemM NO NpouCXOAWIO TOBBIIIEHUE
aKTUBHOCTU T€HOB aHTHMOKCUIAHTHBLIX (PEepMEHTOB
GST (glutathione S-transferase), POD (peroxidase),
CAT (catalase), SOD (superoxide dismutase) u GPX
(glutathione peroxidase). Hapsimy ¢ atum NO cHuKam
KCITPECCMOHHYIO aKTMBHOCTH TeHa RBOH -okcnnassl,
gBIIgionieiicss KoMmItoHeHToM AMK-reHepupyrolei
cucteMbl. NO-UHOYLIUpYEMOE YCUJIEHUE 3KCIpec-
CUM T€HOB aHTMOKCHUIAHTHBIX (DEPMEHTOB M CHIKE-
HYEe aKTUBHOCTU RBOH-TeHa conpoBOXIaIOCh CHU-
XKEHUEM CTENeHM OKMCIIMTEbHBIX MOBPEXICHUII B
MIPOPOCTKAaX JIOLIEPHBI IIPU BO3AEHCTBUM 00E€3BOXI-
BaHwus (Tabu. 1) [93]. MaTepecHO, yTo NO-00paboTka
MIPOPOCTKOB M. sativa cHUXajla B HHUX YypPOBEHBb
CTPECC-UHAYLIUPYEMO 3KCIPECCUMU T€HOB OMOCHUH-
Te3a BTOPUYHBIX MeTa00IUTOB ((PJIaBOHOUIOB, TEP-
IICHOMIOB, (DEHWIIIPONAHOUAOB), 00JIaNAIOIINX aH-
THOKCUIAHTHBIMU cBoiicTBaMu. 1o MHEHMIO aBTOPOB
5TO MOIJIO OBITh CBSI3aHO C YMEHBILIEHUEM YPOBHS
OKNCJIIMTEIILHBIX TMOBPEXIEHUil, 0O0YyCIOBJIEHHBIM
YCUJIEHHEM 3KCIIPECCUOHHO aKTUBHOCTH T€HOB aH-
TUOKCUIAHTHBIX (epMeHTOB noa BiausHueM NO,
IIPY KOTOPOM JOITOJTHUTEIBLHOIO YYaCTUSI BTOPUIHBIX
METa0O0IUTOB UISI aHTMOKCUIAHTHOM 3aIlATHI IPO-
POCTKOB JIIOLIEPHBI y2Ke He TpedyeTcs [93]. Bmecte ¢
TeM JaHHEIE O JonoJHUTeIbHOM NO-UHIYyLMPpOBaH-
HOM HaKOIUIeHHU (peHOJIOB, (hJIABOHOUIOB U TOKO-
depona B mpopoctKax Glicine max pu BoO3IeHCTBUUN
00€3BOXMBaHUS, a TAKXKE CBEACHUS O IOBBLIILIEHUN B
Hnx akTuBHOCTH TAL- 1 PAL-depMeHTOB, yKa3bIBa-
I0OT Ha BBICOKYIO BEPOSITHOCTb YYacTUsI BTOPUYHBIX
MeTab0auToB B NO-KOHTPOJIUPYEMBIX 3allUTHBIX
peaknnsax pacTeHuit con K neduimrty Biaaru [88]. B
TPaHCTeHHBIX pacTeHUsIX puca O. sativa ¢ KOHCTUTY-
TUBHOI 3Kcrpeccreilt NOS-reHa MIIEKOITMTAIOIINX
HaOJII0OAJIOCh YCUJIEHHE 3KCIIPECCUOHHOM aKTUBHO-
ctu reHoB Kartajasbl (OsCATA n OsCATB) u niepok-
cunasel (OsPOX1) [40]. SNP-o06paboTka JTIOLEpHBI
OKa3bIBajla ITO3UTUBHOE BIMSHHE HAa SKCIIPECCUOH-
HYIO0 aKTUBHOCTh T€HOB, KOIUPYIOIINX KOMITOHEHTHI
dotocucreM (DPC), Hanpumep Psa- u Psb-reHoB pe-
aKIIMOHHBIX IEHTPOB, a Takke Lcha- u Lchb-reHOB
cBetocobuparoux Komruiekcop @C I u ®C 11, co-
OTBETCTBEHHO, YTO MOIJIO HAiiTU CBOE OTpaxkeHUE B
MOIIepXaHUU YPOBHS Xjaopoduinia, (POTOCUHTETH-
YeCKOM aKTMBHOCTU U B 1IEJIOM YJIYYIIEHUU POCTO-
BBIX ITapaMETPOB paCTEeHUIA, TOABEPTHYTHIX BOTHOMY
ctpeccy (Tabm. 1) [16, 93].

B nutepatype nmerorcsi cBeneHus1 00 yCUIIEHUU
9KCIIPECCUM TEHOB, BOBJIEKaeMBbIX B IpoayKimio NO
non BAUsHUEM neduiiura Biaru. Hampumep, B 1u-
cTthsax pacteHuii Citrus aurantium Tpu BO3NCUCTBUU
3aCyx¥ TIOBBIIIATIACH TPAHCKPUNILIMOHHAS aKTUBHOCTh
reHoB HuTtpaTtpenykrasbl (NR), HUTpUTpeayKTa3bl
(NiR) 1 monmmamunookcunassl (POA) [94]. Ha ipu-
Mepe pacTeHUIl MHIUMCKOI ropuyuubl Brassica jun-
®UBNOJIOTHS PACTEHUN Ne 2
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cea, IEKUHCKOM KamycTwl Brassica rapa, puca Oryza
sativa, Ob110 MoKa3aHo ydyactue NO B crabunusaluu
ctpyktypsl JIHK mpu Bo3nelicTBUM BOOHOTO CTpecca,
YTO MOXKET CHOCOOCTBOBATH IMOMIEPXKAHUIO aKTUB-
HOCTU T€HETUYECKOTO arrapara B yCJIOBUSX 3aCyXH
[16, 82].

Peanuzaius curHanpHbix GyHKIM NO Ha 1mpo-
TEOMHOM YpOBHe cBsi3aHa ¢ NO-UHAYLUPOBAHHBIMU
MOCTTPAHCIILIMOHHBIMU MOIN(PUKALIUIMU OEIKOB
(ITTM), KOTOpbIE MOTYT OCYIIECTBIISIThCS IIyTEM UX
HUTPO3UJINPOBAHUSI C yJdacTUEM IIEPOKCUHUTPUTA
i S-auutposonmyratuoHa (GSNO) [20, 95]. Cpenu
ITTM Haunbosee XOpoII1o N3YYeHHBIMU SIBISIOTCS S-
HUTPO3WINPOBAHUE M HUTPOBAHUE 10 TAPO3UHY [ 14,
16, 20, 29]. NO MoXeT perymmpoBaTh (DYHKIIMOHM-
poBaHME METaJI-COASPKAIIX OEJIKOB B XOJ¢ peaK-
LIUM MeTaJUI-HUTPO3WJIMPOBaHUS, KOTOpasi 3aKJIo-
yaetcsl B npucoearHeHuu HUTpo (NO,)-rpyrnnbl K
WOHY MeTalJla B COCTaBe Pa3]IMYHbIX OCIKOB, B TOM
yucie ¢GepMEeHTOB, MOAYIUPYS TEM CaMbIM X aKTUB-
HOCTb [25, 95]. HutpoBaHue 1o TUpO3MHY MPOUCXO-
IWUT TIPU B3aMMOIECHCTBUM HUTPO-TPYIMIILI C apoMa-
TUYECKUM KOJIbIIOM TUPO3MHA, MPUBOASIINM K 00-
pasoBanuio 3-HutpotuposuHa (NO,-Tyr) [20, 29].
PaHee cunTanock, 4To TaKasg MOIM(pUKALIUS SIBIISCT-
cs1 HeoOpaTUMOIl 1 00ycCIaBIMBAET Ierpagaluio 0e-
KOB IIpU CTapeHUM Wi TuGenu KiaeTok. Ilostomy
npoaykinio NO,-Tyr, Kak nmpaBuio, paccMaTpuBaJIu
B KayeCcTBe MapKepa HUTPO-OKHUCIUTEIBHOIO CTpec-
ca[14, 20]. OnHako, K HaCTOSIILIEMY BpEMEHMU MoJIyde-
HbI CBEICHUSI, YTO HUTPOBAHUE TI0 TUPO3UHY MOXKET
HOCUTB OOpaTUMBbIi1 XapaKTep U B 9TOM CJTydyae IeHUT-
puduKanyg GeIKOB MPOTEKAET HedEpPMEHTATUBHO
win ¢ ygactueM epMmeHTOB [29]. HutpoBanue 6en-
KOB IO TUPO3UHY SIBJISIETCS] BaXKHBIM YCJIIOBHUEM B TIPO-
liecce co3peBaHUs TIOA0B, KaK 3TO ObUIO HAMISIAHO
MIPOAEMOHCTPUPOBAHO Y pacTeHuii nepua [96].

S-HUTpO3UIMPOBAHUE TPOUCXOAUT MTPU OOpaTU-
MoM B3anmojeiicTBun NO ¢ aTOMOM cepbl B COCTaBe
LIUCTEMHOBBIX OCTATKOB OCJIKOB ¢ 00pa3oBaHUEM S-
Hutpo3otuojioB (SNOs). B pactreHusix upeHTubu-
LIMPOBAaHO MHOXECTBO O€JIKOB, IpeTepreBarolInX
S-HuTpo3unupoBanue. Hampumep, S-HUTpO3UIM-
poBaHue SnRK2-mipoTeMHKMHa3bl CHOCOOCTBYET
CHIXEeHUI0 nHruoupyioiero agdexra ABK npu npo-
pactaHuu ceMsIH 1 pa3Butuu cemsinoseii [37]. TloBwi-
ILIEHUE YPOBHS S-HUTPO3UJIUPOBAHUS OEJIKOB BbISIB-
JIEHO Ha CTauU MpopacTaHusl BO MHOTUX BUAX pac-
TeHUI, B 4aCTHOCTU y 0000B u A. thaliana [19, 37].
HuTtposunupoBaHue,/1eHUTPO3UIUPOBAHUE aCKOP-
o6ar nepokcuaasbl (APX1) urpaer BaxkHYIO pPOJb B
NO-3aBUCHUMOI peryasiiiui pocta u GopMUPOBaAHUST
apxuTeKTypbl KopHeil [97]. Kpome Toro, ypoBeHb
S-HuTposunupoBanusi APX npu Bo3neiicTBuM 3acy-
X1 KOpPpEJIMpPYeT CO CHUXEHUEM YpOBHSI oOpa3oBa-
Hus1 H,0, B pactutenpHbix kietkax [14]. [TokazaHo,
YTO MPU S-HUTPOIUJIMPOBAHUU TPOUCXOAUT aKTHBA-
1IMS PETyJSITOPHOTO Oejika, BOBJIEKAeMOTO B PeryJisi-
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umio GYHKIMOHUPOBAaHUS MeMOpaHHbIX K'-kaHa-
JIOB B 3aMbIKAIOIIUX KJIETKax YCTbUII, YTO CIIOCO0-
CTBYET 3aKPBITUIO YCThUII MPU 3acyxe. DTU JaHHbIE
YKa3bIBAIOT Ha TO, YTO MPOLECC S-HUTPO3UITUPOBA-
HUSl UTPAET CBOIO POJIb MPU PEryIsSUMUA YCTbUYHBIX
JBUXXE€HU, BHOCSILECH BaxKHbIM BKJad B MOAAEpKa-
HUE€ BOJTHOTO peXrMa pacTeHUI B YCIOBUSIX 00€3BO-
KuBaHus [ 14, 29].

Kaxk 6p110 ckazano Beime, NO-THIYyIIMPOBaHHbBIC
MOCTTPAHC/SIIMOHHbIE MOAU(DUKALIMU OEJIKOB OCYy-
MIECTB/ISIIOTCS ITyTeM HUTPO3WIMPOBAHUS C y4aCTUEM
MEPOKCUHUTPUTA WU B XONIE€ peaKIIUii TpaHC-HUTPO-
sumpoBanus [20, 95]. Ilpu 3ToM OOHMM U3 IJIaBHBIX
ucroyHukoB NO B Tpoliecce TpaHC-HUTPO3UIMPOBa-
HUs BbicTynaeT S-Hurpo3ontyratuoH (GSNO), mpu-
HaJUIeXXaluii K pa3psity S-HUTPO30TUOJIOB, KOTOPBII
oOpasyercs 1pu BzaumoeiictBu NO ¢ ITTyTaTHOHOM.
Exme onHoii rpymmoii coenmHeHNI, Y9aCTBYIOIINX B pe-
amzaury NO-CUTHAJIUHTA SIBJISTFOTCSI HUTPO-KUPHbBIC
kuciaotel (NO,-FA — Nitro-fatty acids), o6pa3yembie
MPY B3aMMOIEUCTBUM HEHACHIIICHHBIX XUPHBIX KHC-
JIOT ¢ OKCHMIIOM 230Ta WIM €ro aKTUBHBIMU MTPOU3BO/I-
HbeiMU [29, 30]. MeTonoM KOH(MOKaIbHOI MUKPOCKO-
i ¢ ucnonb3oBanmeM DAF-FM dayopecieHTHBIX
Mpo06 OGBLIO BBHISIBJICHO MOBBIIIIEHUE YPOBHS SHIOTEH-
Horo NO B KOpHSIX U JUCTbsIX 30-CyTOUHBIX pacTe-
HUU 1 B CYCTICH3MOHHOM KYJIBTYpe KIIETOK A. thali-
ana, VHKYOUPOBaHHBIX B MPUCYTCTBUU HUTPO-Jie-
HoJseBoit kucioTel NO,-Ln [98]. Hanuune NO,-FA
BBISIBJICHO TakxXXe B pacTeHUsAX ropoxa (Pisum sa-
tivum) n puca (Oryza sativa) [99]. B akcniepuMeHTax
in vitro coueTaHMEeM METOJ0B XeMUJTIOMIHUCIICHIIVH,
BIIP u criekrpodoToMeTprun OBUIM ITOJIYYECHBI TaH-
HbIE, yKasblBalolliMe Ha BbIcBoOOXHeHHe NO us
NO,-Ln, 4yTo MOXeT yKa3blBaTb Ha €€ (YyHKUMOHU-
poBaHUE B KAYeCTBE JOHOPA 3TOI CUTHAJILHOIM MOJIE-
Kynbl [98]. Ha ocHOBaHMU BBISIBICHHBIX PA3JIMUMIA B
conepxxaHuu NO,-Lny A. thaliana Ha pa3HbIX 3Tanax
pa3BUTHUsI, BKIIOYass SMOPUOIreHe3, BEereTaTUBHBIMN
POCT M PEeNpOOYKTUBHYIO (hazy, ObLI cAeiaH BEIBOL O
(GYHKIMOHUPOBAHUU HUTPO-KUPHBIX KUCJTOT B NO-
ONOCPEAOBAHHON PETYISIIUN PaCTUTEILHOTO OHTO-
reHe3a [99]. Kpome Toro, HUTpO->KMpPHBIE KHUCIOTHI
MOTYT BOBJIEKAThCSI B OTBETHBIE peaKIUM pacTeHU Ha
HeOJIaronpysATHEIC BHEIIHNE (DAKTOPHI, HA UTO YKA3bI-
BalOT JaHHbIE O TToBbIIeHU YypoBHSI NO,-Ln B pacte-
HUsIX A. thaliana nipy BO3IEHUCTBUM MEXaHWYECKOTO
cTpecca, 3acOJIEeHHUsI, HeOJIaroIpUSITHBIX TeMIlepa-
TYp, NOHOB TSIXKEJIBIX MeTaJLTOB [98, 99].

3AKJIIOYEHHME

HcTopus u3ydeHUsT oKCHAa a30Ta B pPacTUTENb-
HBIX OpTaHMU3MaX HACYMUTHIBAET 00Jice YeThIpeX AeCsI-
TUJIETU M OepeT cBOe Hadajgo ¢ padoT, B KOTOPHIX
ObLIO YCTAaHOBJIEHO OOpa3oBaHUE HUTPO3MJI-TEMO-
IJIOOMHOBBIX KOMIUIEKCOB B KJIyOeHbKaX OOOOBBIX
KYJBTYp [65], a TakKe MX CIIOCOOHOCTb K DMUCCUU
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razoo6pasznoro NO [1]. OtkpeitTrie B 1990-x r.I. cur-
HabHOM poi NO B peryisiium cepiedHO-COCyINUCTOM
CHCTEMBI YeJIOBEKA CTAJIO HACTOSIINM IIPOPBIBOM, 1 C
TOTO BpeMEH! B COBPEMEHHOM OMOJIOIMYECKOl HayKe
HacTymnuja HOBasl 3pa — 3pa OKcula a3ota. B KoHIle
1990-x r.r. HaYaJIOCh LieJICHAIIpaBJICHHOE NCCIIeI0Ba -
ane aktTuBHOCTHM NO B XU3HM pacTeHuii. B ToT ke
nepro OBIJIO CO30aHO HaydHoe coodmiecTBo “Nitric
Oxide Biology and Chemistry”, KOoTopoe COBMECTHO
C OTHUM 13 KPYITHENIITNX MUPOBBIX M31aTelIbCTB “El-
sevier” B 1997 r. yupenuno Bbixon xypHana “Nitric
Oxide”, mmeproINYeCKM BHIIYCKAeMbIil 1 B HACTOSI-
mee BpeMs. Pe3ynbraThl MCCIeIOBAaHUM MO M3yde-
HUIO CBOMCTB, MeTaboJIM3Ma U PYHKIIMOHUPOBAHUS
NO B 6Mosornyeckux o0beKTax IMPOKO MyOIUKy-
IOTCSI BO BCEM MUpPE€ U B APYTMX HAYYHBIX U3HAHUSIX.
Taxoi1 00JIBIIION MHTEPEC K 3TOM MaJICHBKOI MOJIEKYJIS
HE SBIISICTCSI CIy4aliHBIM, MOCKOJIBKY NO criocobeH
VIIPABIATh KU3HEACSATEIbHOCTBIO BCEX OPTraHM3MOB,
OKaszbIBasl BIWSIHME Ha MHOXKECTBEHHBIC OOMEHHbBIE
MIPOLECCHl, KaK Ha BHYTPMKJICTOUYHOM, TaK U MEX-
KJIETOYHOM YPOBHsIX. B pacTeHmusIx oH HeoOXoauMm
JUISL pETYJIMPOBaHUS METab0INYECKON aKTUBHOCTHU B
XOJIe BCEro OHTOIreHe3a, BKJIIoYas IIpopacTaHue, Be-
reTaTUBHBIN POCT, KOpHEOOpa3oBaHUE, [IBETEHUE U
co3peBaHue. OKa3bIBas BAUSHME Ha IIPOLIECCHI pOCTa
¥ (popMHpOBaHMST KOPHEI, OKCUI a30Ta BHOCUT BECO-
MBbIii BKJIAJI B YCTAHOBJIEHNE CUMOMOTUYECKIX CBSI3Eil 1
yAy4llieHre MUHEPAJIbHOTO MuTaHus pacteHuit. Kpo-
M€ TOTO, eMY IIPUHAIJIEXKUT BaKHasl pOJIb B PA3BUTUU
YCTOMYMBOCTH PACTEHUI K IIMPOKOMY CIEKTpPY He-
OJ1aronpUSITHBIX BO3JAECHCTBUI OMOTUYECKOTO U aONO0-
TUYECKOTO ITPOUCXOXICHUS, CPeIN KOTOPBhIX Hanbo-
Jiee pacIpOCTPaHEHHBIM SIBJISIETCSI BOOHEBIN CTpecc,
CYIIIECTBEHHO OrpaHUYMBAIOIIMM POCT Y IPOIYKTUB-
HOCTb KYJIBTYPHBIX pacTeHuii. B yciaoBusix gedpuimra
Biraru NO BOBJIEKAETCS B PETYyISIIUI0 YCTbUIHBIX
JBUXXE€HUI, aKTUBALMIO OCMOIIPOTEKTOPHOM 1 aHTU-
OKCUJIAHTHOM CHCTEM, CIOCOOCTBYSI TE€M CaMbIM
HOpMAaJIM3allid BOMTHOTO peXMMa pacTeHUil, I10II-
JIepXaHUIO B HUX (POTOCUMHTETUYECKON aKTMBHOCTU
W CHIDKEHMIO YPOBHSI OKUCIUTEIBHBIX ITOBPEXKIC-
HUI, YTO B LIEJIOM OTPaKAETCS B MOBHILICHUM XKI3HE-
CIIOCOOHOCTM UM TIPOAYKTMBHOCTH PaCTUTEIbLHBIX
KyJIBTYp. UMEHHO I10 3TOii TpUYMHE IIINPOKO 00CYK-
JIaloTcs pasHble MeToabl npuMeHeHUs1 NO B pacTte-
HUEBOJACTBE, HAIIpUMEpP, €TI0 MCII0JIb30BaHUE B BUIE
raza, 1oHOpoB NO i NO-BEICBOOOXIAIOIINX Ha-
HovacTull. BMecTe ¢ TeM ycIienrHoe IpaKTU4ecKoe
MIpUMEHEHME OKCUIA a30Ta IIpeAriojaraeT JeTaibHOe
U3ydeHUE MOJIEKYISIPHBIX MEXaHU3MOB ero (huszno-
Jormyeckoro neiictBusi. Mx miybokoe moOHMMaHUE
OymeT crmocoOCTBOBaTh pa3padboTke 3P (PeKTUBHBIX
crpareruii npuMeHeHust NO Ha IpaKTHKE C LIEJIbIO
MOBBIIIEHUS YCTOMUYMBOCTU KYJIbTYPHBIX pACTCHUI 1
MaKCUMQIbHON pealiM3alluid MX MOTEHIUATIbHOMN
MIPOAYKTUBHOCTH.

PaGora BeITIOJIHEHA 3a CUET CPenCTB rpaHTa Poc-
cuiickoro HaydyHoro ponaa Ne 22-24-00196.

ABTOpBI 3asIBIISIIOT 00 OTCYTCTBMM KOH(MIMKTA
nHTepecoB. HacTosias ctaTbs He COASPKUT KaKUX-
JIN0OO KCCIIeNOBaHUIL C y4acTUEM JTIONEH Y SKUBOTHBIX
B KaueCTBe 0OBbEKTOB NCCIECAOBAHUIA.
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