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B mocnennune necaTuieTHs pemICHHUIO MPo-
OyteMbl poiu akTUBHBIX (hopM Kuciopona (ADPK) u
akTUBHBIX Qopm azoTta (ADA) y opraHusmoB yne-
nseTcs mpucTalbHOoe BHUMaHue. ClieyeT oTMe-
TUTh, YTO Hay4YHas pa3padoTKa 3Toi MpoOIeMbl Ha
pacTeHusX Hadajach MO3/JHEE, YeM Ha >KUBOTHBIX
opranm3max. OIHAKO K HACTOALIEMY BpPEMEHU
0O0JIBIIION WHTEpEC K ATON MpodIeMe MPOSBIAIOT U
¢buTOoOHMONIOTH, B TOM YHCIIEe (HU3HOJIOTH U OHOXH-
MUKW pacTeHuit [23].

AOK u ADA - BTOpHUYHBIE MPOIYKTHI
a’poOHOT0 MeTabdoJM3Ma y JKUBBIX OpraHu3MoB. B
BBICOKMX KOHICHTPAIUSIX 3TH COCTUHEHUS TOK-
CHYHBl U HapyLIAlOT pa3iIU4HbIC 3BEHbs MeTabo-
nu3Ma [54]. B 1o xe Bpemsa ADK u ADA Bbimon-
HSIOT POJIb CHTHAJIBHBIX MOJIEKYJI, BBI3BIBAS depe3
KacKaJl peaklUuil IKCHPECCHI0 Pa3IUYHBIX T'€HOB,
CBSI3aHHBIX, B YaCTHOCTH, C 3alllUTOW pacTEHUS
MpU  OEHCTBUM aOMOTHYCCKMX H OHOTHICCKUX
cTpeccopoB [45]. Mrorom Takux MoIu(HUKAIHUiT
MeTaboaM3Ma SBISIETCS Pa3BUTHE PACTCHUEM CHC-
TEMHOW TNPUOOPETEHHOW WM WHAYIUPOBAHHON
YCTOHYMBOCTH HAa OCHOBE CBEPXUYBCTBHUTEIHHOTO
orBera kierku (CBY) Ha cTpeccoBoe BO3/eHCTBUE
U IpOrpaMMUPOBAHHOM KIIETOUHOH cmeptu [49].
Pons AOK u ADA B miporieccax pocta U pa3BUTHS
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pacTeHuit ocBemeHa B psgae oo63opos [11, 13, 22,
34, 71].

[TomoOHO XKUBOTHEIM OpraHW3MaM B pacTe-
HUSAX TaKKe MOXeT HabmromaTbes '"OKUCIINTENb-
HBIH ¥ a30THBINA B3PHIB", HHULIUUPYEMBIN JeCTBU-
€M pa3In4YHbIX CTpecc-(pakToOpoB, U COMPOBOK-
JAIOIIANCS Pe3KNM HaKOIUIEHHEeM B KJIETKaX CBO-
OOHBIX PaIUKAIOB KUCIOpOJAa U a30Ta, KOTOPbIC
MOTYT TIOBPEXJaTh MPAKTUIESCKH BCE KOMIOHCHTHI
KIIETOK, B TOM 4YHcje Oenkd, (pepMeHTHI, HyKJIeH-
HOBBIE KHUCJIOTHI, MEMOpaHHBIE CTPYKTYypsl [60,
106].

VYcunenne o0pa3oBaHUs AKTHBHBIX (HOpM
KHCJIOpOJIa U a30Ta MpPU JEHCTBUM HA OPTaHU3MBI
HeOIaronpusTHEIX aOMOTHYECKUX M OMOTHYECKUX
(aKTOpPOB MOXKET MPHUBECTH K I'TyOOKMM Hapylie-
HUSIM B OOMEHE BEIIECTB, €CJIM 3alUTHAs CHCTEMa
OpraHu3Ma, COCTOSINAs M3 aHTHOKCHIAHTHBIX CO-
enuHeHnd (ackop0aT, TIIyTaTHOH, TeMOTJIOOMH H
Ip.) ¥ AaHTHOKCHUIAHTHBIX (hepMEeHTOB (CyIepok-
CHJIMCMYTa3a, Karajiasa, IMepoKCHaasa, IIIyTaTu-
OHpEeIyKTa3a, ackopOaTmepokcuaasza, MoIudeHo-
JIOKCH/Ia3a U Jip.), HE B COCTOSHHH OOE3BPEIUTH
M30BITOK 3THX coenuHeHui [10].

Axmuenvie ghopmol Kuciopooa

ADK (0,7, H,O,, OH, OH', 021) B KaueCcTBE
CBOETO TPEIIICCTBEHHNKA MMEIOT MOJEKYIISIPHBIT
KHCIIOPOA. MecToM WHTEHCHBHOTO OOpa3OBaHMS
A®K y pacrenuii sBisercs GoTocUCTEMa, MEPOK-
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CHCOMBI, IJIa3MalieMMa, JbIXaTelbHas [elb MUTO-
XOHJPUW U IPYTHE CTPYKTYpPBI KJIETKH, Tae o0pa-
30BaHHE KUCJIOPOJIHBIX PAJAUKAIOB MPOUCXOAUT B
pe3ynbTaTe OJHOAIEKTPOHHOTO BOCCTAHOBJICHUS
O, B OBIXaTeNBHON TIENMH M APYyTHX HedepMeHTa-
TUBHBIX U (PePMEHTATUBHBIX peakuui [13, 45, 74].
N3 HuX craeayeT OTMETUTh OKUCIUTEIBHO-
BOCCTAHOBHTEJHHBIE PEAKITUH C YIaCTHEM pa3iIid-
HBIX coelrHeHM U gepmenToB [12, 60]. Ompene-
JICHHBIN BKIaa B obOpasoBanue ADK BHoOcAT me-
pOKCcHIa3a ¥ aMHHOOKCH/a3a, JIOKAIM30BaHHbIE B
KJIETOYHON cTeHke [64]. OmHuM W3 BaKHEHUITHX
ncrtounnko A®K npu ¢uronarorenese siBisercs
nepokcumanbHass U HAJIOH-okcunaza mnazma-
nemmel [11, 19, 59]. CymecTByeT TecHas CBS3b
npoaykimun A®K ¢ BBIXOJJOM HOHOB KalbIlUs B
[UTOIUIA3My TpH JIEHCTBUH a0MOTUYECKUX U OHO-
TUYECKHX CTPECCOPOB M OTMEYaeTcsl 3Ha4YeHHe
Ca’" 1 ADK Kak KIIOUEBBIX KOMIIOHEHTOB €IHHOM
CUTHajibHOH ceTH [9]. BaxkHyro poib B 3TOM Hrpa-
et HAJI®H-okcuaasza, koTopasi CBSI3bIBaeT Ca* u
akTuBHpyeTCs UM [85].

MOo>KHO, 0Y€BHUIHO, CUMTATh, YTO KaK CHI-
HaJNbHAsA, TaKk W paspymmrenbHas QyHkuun ADK
IIPU JEMCTBHM HAa PAaCTEHMs Pa3iIMYHBIX CTPECCO-
BbIX (D)aKTOPOB J0Ka3aHbl. UTOOBI BBIKHUTH, PacTH-
TENbHbIE OPraHU3MBbl JOJKHBI NOJAAEPKUBATH OII-
peleNieHHbI OalaHc MeXIOy 3TUMH (YHKLUSIMH
(IpOOKCHIAHTHO-aHTUOKCHIAHTHOE  paBHOBECHE)
[8, 97]. I'maBHyIO pONB 31€CH UTPAIOT AHTUOKCH-
JaHTHas M CHUTHajbHas cucteMmsbl. IlepBas o00e3-
BpexkmBaeT m306ITOK ADK, BTOpas - ¢ MOMOIIBIO
tex ke ADK obecrieunBaeT BKIIOUYEHUE 3aLUTHBIX
MeXaHU3MOB opranu3ma. Crneun(uuHOCTh OTBETa
pacturenbHoro opranudMa Ha A®K 3aBucur or
MHOTHX (PaKTOPOB: XMMHYECKUX OCOOCHHOCTEH
A®K, mecra ux reHepaumu, (azbl pa3BUTHS pac-
TEHMS, BO3ACHCTBUS Ha OPraHW3M CTPECCOBBIX (ha-
KTOPOB M B3aUMOJEHCTBHSA C APYTUMH CHTHAIIb-
HBIMH MOJIEKyJaMu (OKCHJ a30Ta, (pUTOrOPMOHBI,
CAJINIMIIOBAsI W KACMOHOBas KUCJIOTHI, TPOLYKTHI
JUTHTHOTO U (PEHOTBFHOTO OOMEHOB).

AxmueHnvle popmul azoma

K aktuBHBIM popmam azota (ADA) npexae
Bcero oTHocAT okcup azota (NO) - mumodunbHy0
MOJIEKYJTy, KoTopas Jierko auddynaupyer uepes
memOpansl. NO -MHOro(QyHKLIMOHAJIbHAsl CHI-
HaJIbHasE MOJIEKYJIa, YIPaBIIAIOIas BHY TPUKIETOY-
HBIMH M MEXKJIETOUHBIMHU INPOLECCAMH B JKHBOT-
HBIX, OAaKTEpPUAIBHBIX W PACTHUTENHLHBIX OpTraHU3-
Max M OKa3bIBAaIOILAs KaK IOJIOXKHUTEIBHOE, TaK U
OTpHUIIaTeIbHOE BIUSHUE Ha Meradommsm [17, 18,
30]. UzBectHa kapauHanbHas posb NO B QyHK-
OUOHMPOBAHUM HMMYHOH, HEPBHOM, COCYIUCTOH
CHCTEM Y XHBOTHBIX. B pacTHTEIbHBIX OpraHu3-
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Max NO wurpaer poib B pOCT€ W pa3BUTHU pacTte-
HUM, WHAYIHMPYS, B YaCTHOCTH, IpopacTaHHe ce-
MSH, LBETEHHUE, 3aKPBbIBAHHE YCTBHHI, POCT KOPHS
[7, 47]. ITo maraeM Shimoda et al. [90], NO akrtu-
BHpyeT Okcmpeccuto TreHa LjHbl 'y Lotus
japonicus, KOAUPYIOIIET0 CUHTE3 HECUMOMOTHYE-
CKOT'O TreMOrjlo0MHa, KOTODBIH, KaK M3BECTHO, SIB-
JsieTcsl JeTOKCUKaHTOM okcupa azora [40, 80]. B
XKHUBOTHBIX KJeTkax NO WHAyIHpYEeT CHHTE3 rya-
HWIaTMOHO(oc(haTa, CBA3BIBAsICH C TEMOM T'yaHU-
JATIHKIIA36], 9TO BEJET K Pa3INIHbIM dPQeKTam B
Mertabomusme [109].

NO BcTynaer B XMMHYECKUE PEAKIIMU C Pa3-
JUYHBIMA COEIWHEHUSMH, BXONANIMMH B COCTaB
KJIETOK, ¢ 00pa3oBaHUEM MOJCKYJI, O0JIamaronTnx
Kak u cama NO, 1100 TOKCHYHOCTBIO, THOO CBOW-
CTBaMM PETYJISITOPHBIX MOJICKYJl. Tak, mpu B3au-
mozaeiicteun NO ¢ CyNepOKCHIHBIM aHUOH-
pamukaiom (O,7) oOpa3yeTrcss NEpPOKCUHUTPHUT
(ONOQ) - Oonee TOKCHYHBIH paauKai, 4eM cama
monekyna NO [83]. XoTs o apyrum gaHHsM [38],
ONOOQO'’ B pacTUTENBHBIX KIIETKAaX HE 00JamaeT mo-
CTaTOYHOM TOKCHUYHOCTBIO, YTOOBI BBI3BAThH aroll-
TO3 KJIETKH, YTO OTIUYAET JACUCTBUE TIEPOKCUHHT-
puta B )xuBOoTHOH KiteTke. [lo maennro Delledonne
et al. [38], ycunenue Tokcuanoctu ONOQO™ cBs3a-
HO C ypOBHEM TeHEepalui MEPOKCHAa BOJOPOJA
(H,0,), obpazyromierocst myTeM (QpepMeHTaTHBHOM
nucmyTaruu O,

Peakuuss NO ¢ THONOBBIMH OCTaTKaMu OHO-
JIOTUYECKUX MOJIEKYJ (HUTPO3UINPOBAaHUE) CHHU-
JKaeT YCTOMYMBOCTh PacTCHHWM K (HUTOMMATOTCHAM,
[O-BHIUMOMY, BCJICJCTBHE YMEHBIIICHUS YPOBHS
cBoboguoro NO [42]. U3 HeratuBHBIX 3((eKToB
OKCHJIa a30Ta U €ro JIEPUBATOB CIEAYET OTMETHUTH:
MIEPEKUCHOE OKUCJICHHE JIUMUIOB U THOJIOBBIX OC-
TaTKOB, S-HUTpo3wiInpoBaHue OenkoB [106]. Bza-
nmoneiicterue NO ¢ xkenezocofepxKamumMu Oenka-
MH BEIET K MHTHOMPOBAHUIO (DEPMEHTOB, TAKHX,
HampuMep, Kak [UTOXPOM ¢ OKCH/Ia3a B MUTOXOH-
IpuanbHON npixatenbHoM nemu [105]. B To ke
BpeMsI MIPENONaraoT, YTO HUTPO3UINPOBaHHE Oe-
JKOB ITyTeM cBs3bIBaHust NO ¢ OCTaTKOM ITUCTEHHA
SIBIIICTCS. TICPBUYHBIM MEXAHHM3MOM JUIS aKTHBa-
muu NO [93]. NO cniocobOeH pearupoBaTh C TIIyTa-
THOHOM ¢ 0Opa30BaHHWEM S-HHUTPO30ITyTaTHOHA
(GSNO), xOTOpBINi MOXKET BOBIEKATHCS B 3aIIUT-
HBI€ pEaKIVH PAcTeHWH NPOTHB OMOTHYECKHX U
abmoTHyecKux cTpeccopos [41].

NO obpa3yercsi B )KMBOTHBIX TKaHAX W3 ap-
TMHUHA B PEaKIMU, KaTaTHu3UpyeMOi CHHTA301 OK-
cuga azora (NO-cmHTa3a), a TaKke B HE3HAUH-
TCJIIBHBIX KOJIMYCCTBAX B PCAKIUAX, CBA3AHHBIX C
BOCCTAHOBJICHHEM HHUTPATOB U HUTPUTOB C y4Ya-
cTHeM Apyrux (EpMEHTOB M BemecTB (I[UTOXPO-
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MOKCHJA3bl - B MUTOXOHAPUAX; LuTtoxpoma P-450
- B MUKpPOCOMax; TeMOoriioonHa - B KpoBH) [18].

Hanusie o Hanmuuun NO-CUHTa3bl B KIETKAX
pacTeHuil UMEI0TCs, HO TOMOJIOTOB JKUBOTHOI NO-
CHHTa3bl y pacTeHUU He oOHapyxkeHo [36, 51, 73,
107]. Antutena k xuBoTHOH NO-cuHTa3e pearu-
PYIOT ¢ OelkaMu pacTeHW, OJHAKO 3TH OCIIKH HE
posBISTIOT NO-CHHTa3HOH aKTHBHOCTH WM BBINOJ-
HSIOT B pacTeHusix apyrue ¢pynkuuu [33]. B Heko-
TOpPBIX pab0Tax CTaBUTCS MO COMHEHHE HAIIUYKC
y pactenuii NO-cunTasel [107]. B psage uccneno-
BaHWU yrensercs BHUMaHue Oenky AtNOSI wu3
apabujorncuca, KOTopblii oonagaer NO-cHHTa3HOH
aKTUBHOCTBIO [36]. OHAKO MyTalus B T€HE ATOTO
Oenka He MpeKparmaeT MOJHOCThI0 cuHTe3 NO y
apabujorncuca, 4To TOBOPUT O TOM, YTO CYIIECT-
BytoT uHble nmytu cuHTe3a NO [51]. OHu moryt
ObITh CBsi3aHBl ¢ BoccraHoBieHrneM NO; u NO,
HUTpaT- U HUTpuUTpenykrazamu [48, 70, 72, 104].
Ha NO, kak npoMexyTOuHBIH HNPOAYKT IpU BOC-
CTaHOBJICHUH HUTPATOB Y PACTEHHA U MHKpPOOPTa-
HU3MOB, YKa3blBaIH emie B Hadane 60-X TomoB
nporwioro croneruss Fewson u Nicholas [44]. He
UCKIIIOYeHO oOpazoBanne NO B pPacTUTEIBHBIX
KIIETKaX He(pepMEeHTaTUBHBIM IIyTE€M IIPH OTIpee-
JICHHBIX YCIIOBUAX, HAIpUMEp, TPH 3aKUCICHUH
KJeTouHo# cpeanl u3 NO, B MPUCYTCTBUM BOCCTa-
HOBHTEJICH, B YACTHOCTH, ACKOPOMHOBOYW KHCIIOTHI
[36]. Ilokazamo ycmienue cuHTe3a NO vy
Arabidopsis thaliana nion Bo3IEHCTBHEM 3K30TCH-
HO 100aBIseMON B CYCIEH3HMIO KJIETOK CaHIINIIO-
BOHM KHCIIOTHI. YBenumdenne reaeparud NO B 3ToM
clydae WJIeT, o KpailHed Mepe 4aCcTU4HO, 3a CUET
aKTUBallUM aKTUBHOCTU (EepMEHTa, MOJA00HOTO
NO-cuHTa3e, U MpU y4acTUW KaldblIUSI W Ka3eHH-
kuHa3e! 2 [111].

Bzaumooeiicmeue AOK u ADA

BaxHpIM sBIISIETCS M3yYEeHUE B3aWMOJICHCT-
Bust ADOK u ADA. DTOT BOIIpPOC XOPOIIO H3YyICH
npu QuTONaToreHe3e, Korjaa CUCTeMHasi Iproope-
TEHHasl YCTOWYMBOCTh (HOPMHUPYETCS Ha OCHOBE
CBUY xyeTkn u nocienyromei ee rudenu. Kak mo-
Ka3aJli UCCIICZOBaHUs, THOCNb KJIETKA PacTCHUs-
xo3simHa 1pu CBY ecTh pe3yabpTaT 0THOBPEMEHHO-
ro pevictBus H,O, u NO [106].

Ha puc. 1 wuzobpaxeHa rumoreTuyeckas
cxema B3auMocBsizu ADK u ADA npu nelictBun
OMOTHYECKNX H aOWOoTHYeCKuX (pakTopoB, ToO-
CTpOeHas W [OTIOJHEHHAs Ha OCHOBE JINTEPaTyp-
HBIX naHHEIX [75]. Cymb cxemol. CTpeCCOBBIN CHUT-
HaJI B3aMMOJIEHCTBYET C PACTHTEIHHBIM pPEIenTO-
pOM, YTO WHHUIMHPYET BBIXOJA KaJIbIUS B ILUTO-
wiasmy, hocHopuIpoBaHHe U aKTUBAIMIO OCIKOB
takux, kak HAJI®H-okcunasa, HUTpaT - U HUT-
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puTpenykrassl M, Bo3MOxkHO, NO-okcunaza. [lpu
akTuBauu obpaszyercst O,”, KOTOPBIA € ydacTHEM
cynepokcuiucmytassl  (COMl) mucmyTtupyer B
H,O0,. B pe3ynabrare axTUBaUUKU  HUTpAT-
BOCCTaHABIUBAIOMUX (GepMeHTOB U NO-CHHTa3bI
nponaymupyetcs okcun azota (NO). Ilpu B3ammo-
neiicteun NO ¢ O,” oOpasyercsi EpOKCHHUTPHUT
(OONO), xotopsrif, kak 1 NO, MOXKET B3aUMO-
JIeicTBOBaTh ¢  Oenkamu  (HUTpoOBaHHWE,  S-
HUTPO3WIMPOBAHUE), U3MEHAA MX CBoiicTBa [61].
Cootromenue B kietke NO, O,°, H,O, u OONO
onpenensier CBY kieTkn Ha MHBa3HWIO (QuUTOMATO-
resa [38] unu AecTBUE NIKMCHUTOpPa Ha pPACcTCHHE
[110].

Kak curnampHas monekymna, NO mpu yda-
CTHM CAJIMIIUIOBOM KHUCIOTH (YCHINTENS Kackaja
peakuumii, uHUIIUpYeMbIX NO) MOXET BBI3BaTh
AKCIIPECCUIO TeHOB 3amuThl. [Ipw 3ToM cuHTE3H-
pyercst PR1-06enok, aktuBupyetcs pepMeHTHI - Xa-
JKOHCHHTa3a, TyaHWIATIWKIa3a, (EeHWUIaJaHUH-
AMMOHUWH-ITNA3a; YCUJIMBAETCS CHHTE3 CAIUIUIO-
BOM KucO0THI. [lepokcusl BOJOpOa MOXKET BIUATD
Ha CUrHaibHbIe QyHKIMA NO HOCPEICTBOM aKTH-
BalliW CHHTE3a CAIHINIOBOM KHCIOTHI, KOTOpas B
CBOIO OYepe.b, SABIAACH KOHKYPEHTHBIM HWHTHOU-
TOPOM KaTaja3bl, CIIOCOOCTBYET HaKOILUICHHIO
H,0, [82].

ITepokcun Bogopoaa CENEKTUBHO BBI3BIBAET
SKCIIPECCHUIO TEHOB TIIyTaTUOHIIEPOKCHIa3hl U TITY-
TaTUOH-S-TpaHC(epasbl, UrParOIIUX pPOJIb JETOK-
CHKaHTOB ITUTOTOKCHYECKUX COEJUHEHUN [66].
H,0, oka3piBaeT aHTHOAKTEPHATBHEIN P PEKT Kak
HeHOCpe}lCTBeHHO, TaK U H}/TeM y‘-IaCTI/IH B CUHTEC3¢C
BeUIeCTB (KajUIO3bl, JIMTHUHA) JUIS YKPEIUICHUS
KJICTOYHOH CTEHKH OT OaKTepuaahbHOW WHBa3HH.
Xopormro u3BectHo, 9To H,O, meToxcurupyercs B
peakIusaX, KaTaau3upyeMbIX KaTana3od M IepOK-
CHUJ/Ia30H, B TO )K€ BpPeMs IMEePOKCHa3a MOKET OBIThH
u ipoxytieHToM HyO,.

Ob6e3BpexxuBanne n30bITka NO MOKET mpo-
HUCXOIUTh C y4YyacTHEM HECHUMOHMOTHYECKUX (OopM
reMorioOrHa, CUHTE3UPYEMbIX B PacTeHUIX B OT-
BET Ha pa3luyHbIe CTpeccoBble BozaeiicTBus [40,
80]. Ypatsl npenoTBpamiaoT Tokcuaeckuit agdexr
MIEPOKCHHUTpUTA Y apaduorcuca [21].

ADK u ADA npu 606060-puzoduanvrhom
cumouose

B oramume oT nmaroreHesa, 0000BO-
pPU300HATBHBI CUMOMO3 - TOJIE3HOE I 000WX
OpraHu3MoB B3aumozeiicTBue. [IpoHnKas B KI€TKU
pacteHusi, KITyOSeHbKOBBIE OaKTepUH "OpraHu3yroT"
IUIsL ce0sl DHIIOIKOJIOTHUECKYI0 HHUITY, OJIaronpu-
SATHYIO JIJIS1 )KU3HENIEATEIFHOCTH KaK Makpo-, TaK U
MUKPOCUMOHMOHTA. Y CTaHOBIIEHO, 4TO 00pa3oBa-
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HUE 3TOH "IHIOIKOJIOTUYECKOM HUIIH" A KITy-
OEHBKOBBIX OakTepwii (B BUAEC KOPHEBHIX KIIyOeHB-
KOB) MPOHMCXOAMT IO "cTporuM" KOHTPOJIEM pac-
TEHUSI-XO035MHA C TIOMOIIBIO PA3IMUYHBIX MEXaHHU3-
MOB: I'€HETHUYECKUX, OMOXUMUYECKHX, (PU3HOIOTH-
YECKUX, OKOJOTHMYECKHX H Jp. YBEIUYHBAETCS
YHUCIIO JI0KA3aTeNbCTB TOTO, YTO BAXKHYIO POJb B
00pa30BaHUU M Pa3BUTHU O00OOBO-PU300MATBEHOTO
cumburosa urpatotr AOK u ADA [3, 43, 53, 76, 81,
87, 89]. ObOpazoBanne aKTUBHEIX (HOPM KHCIOPOIa
M a30Ta B TEYCHUE PA3BUTHUS CUMOHMOTHYECKOTO
B3aMMOJICHICTBUS SIBIISICTCSI OCHOBHBIM (DaKTOpOM
CXOZICTBa PAHHHUX OTBETOB PACTCHHUS HA MH(ECKIUIO
naToreHamMu u cuMmbuorpodamu [25, 77]. OmHako
WCCIICJIOBAHUS, CBSI3aHHBIE C W3YyYCHHUEM POIU
ADK 1 ADA B CHMOHMOTHYECKHX B3aMMOOTHOIIIEC-
HUSIX OPraHW3MOB, [0 CPABHEHHUIO C MATOI'CHE30M,
HEMHOTOYMCIICHHBIC U Pa3po3HeHHbIE. Pojib 3THX
COEIMHEHWH Ha HadalbHBIX dTamax (opMupoBa-
HUS 0000BO-pH300HANBHOTO ¥ apOyCKyJSIpHO-
MHUKOPU3HOTO B3aUMOJCHCTBUS OO0CYXIaeTcs B
psae pador [6, 24, 31, 46, 76]. Yuactue ADK u
AHTHOKCUIAHTHBIX COEIWHEHUH B (PyHKIMOHHUPO-
BaHUU KOPHEBBIX KIIYOCHBKOB OTPAKCHBI B HCCIIC-
noBaHusx Becana ¢ cotpyanukamu [28, 55, 68].

OCHOBHOH BONpPOC - 3TO MEXaHU3M, KOTO-
PBIA HCTIOIB3YIOT KITyOCHBKOBEIE OaKTEpHH, 9TOOBI
NPOTHUBOJICHCTBOBATh WHUIIMUPOBAHUIO 3alIUTHBIX
CHCTEM MakpocuMOMOHTa. CuMTaercs, 4To PU30-
Oun MHrUOMPYIOT CUTHAJIbHBIE IYTH, BEOYLIHE K
3allyCKy 3allUTHBIX CHUCTEM pacTEHHS-XO35UHA
[32]. OToT MexaHM3M, OYEBHIHO, 3aIyCKAETCs MpU
B3aMMOJICHICTBUU  pU300MAIBHOTO  nod-(akropa
(TMITOXUTOONIMTOCAXapUaa) C PACTHUTEIBHBIM pe-
nentopoM OenkoBoil npupoasl. Ho naxe ecnu pu-
300MM HW3HAYAJIBHO CYNPECCUPOBAIM 3aILUTHbIC
pEeaKLuy PACTCHUA-XO35IMHA U IPOHUKIA B TKaHU
KOpHS, MH()EKIUOHHBII TPOLECC MOXKET Mpephl-
BaTbCs HAa MOCIEAYIOMNX CTaAusAX. Tak, yCTaHOB-
neHo, 9to 90% wWHPEKINOHHBIX HUTEH, 00pa3o-
BaHHBIX B KOPHEBBIX BOJIOCKaX JIOIEPHBI, OCTa-
HaBJIMBAIOT CBOM POCT M paspyuiaiorcs. AGopTu-
poBaHre MH()EKIIMOHHBIX HUTEH - pesynbraT CBY,
XOpOIIIO0 M3BECTHOTO TpOIlecca, MPOUCXOAAIIETO B
KJIeTKaxX Tpu Quronarorenese ¢ ydactuem ADK
KaK KJIIOYEBBIX KOMIIOHEHTOB. Tak, MO JaHHBIM
Vasse et al. [100], oTnenpHBIe HHPEKITMOHHBIC HU-
TH C HAXOISAIIMMUCS B HUX PU300USIMH ITOTHOAIOT,
U B HUX OOHapY KEHBI BEIIECTBA, XapaKTePHBIE IS
CBUY xietkn npu ¢uromarorenese (henomns, PR-
Oenku u ap.). Y JmonepHbl oOHapyxeHsl O,” U
H,0, B MaTpukce HEKOTOPBIX WHPEKIIMOHHBIX HU-
TEH, OKpy’KaroleM OakTepuu, HO HE BHYTpH Oakx-
tepuit [87]. D'Haeze et al. [52] mokasamu, 9To HO-
IyJSIIUSL JTaTepaNbHBIX KOPHEW TPOIMYECKOTO II0-
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JTYBOAHOTO pacTeHust Sesbania rastrata cBsi3aHa C
renepammeir H,O, u stunena. [lpuduem ob6a >t
rporecca HHUMUUPYIOTes Nod-hakTtopoM. YBenu-
yenne conepxkanus H,O, B mpopocTkax JNrOIEepHBI
U YMEHBIIEHHE aKTUBHOCTH aHTHOKCHIAHTHBIX
(bepMEHTOB Ha PaHHUX CTAAUSIX HHOUIIUPOBAHUS
HaOmoganu Bueno et al. [31] B onbiTax ¢ nedekr-
HEIM 10 cuHTe3y Nod-(hakTopa MyTaHTOM
Sinorhizobium meliloti. TloBpllIeHHasT TeHepaIus
O, mpopocTKaMHu ropoxa MPOUCXOAMUT NPU B3au-
MOJICHCTBUM PACTEHHH C HECOBMECTUMBIM IITaM-
MoM Rhizobium leguminosarum bv. phaseoli (da-
COJICBBIM IITAMM) W YBEJIIMYMBACTCS B IEPBBIC CY-
TKHA TIOCJIE€ WHOKYJISIIMA KOpPHEH Tropoxa coBMec-
TAMBIM IITaMMOM RA. leguminosarum bv. viceae
[1]. BakTepualbHbIi aHTHOKCHUAAHTHBIA (DepMEHT
CO/l, xaranu3upylonuii PeakiHi ITUCMYTaIluN
0," B H,0O,, HeoOXoauM IS MPOXOXKACHUS HOP-
MaJbHON pU300UaIbHON MH()EKIMU U HOMYJISIUN
y 6000BbIxX [87]. [To nanubM Lohar et al. [62] u3-
MeHeHHe MOp(hOIIOTHN KOPHEBBIX BOJIOCKOB B OT-
BET Ha PU300HANBEHYI0 WH(MEKIINIO COMPOBOXKIALCT-
Csl BPEMCHHBIMH KOJICOAHUSMU B KOHIICHTPAIUH
MEpPOKCHIAa BOAOPOJA, YTO aBTOPHI CBSI3BIBAIOT C
HeoOxoamMmocThio ADK miis mporeccoB, Beqymux
K CKPYYHMBAaHHIO KOPHEBBIX BOJIOCKOB M IIOCIIE-
IYIOIlel HHBAa3UH KITyOSHbKOBBIX OaKTEPHIA.

Kak yxe oTmeuanoch, HadalbHBIE ATaIlbl
B3aMMOJIEHCTBUSl PACTEHUN C MAaTOT€HHBIMU U CH-
MOMOTHYECKHMMH MHUKPOOPTaHU3MaMU HMEIOT 00-
e yepthl [91]. Tak, nHPUIUpPOBaHWE PU30OUS-
MU OG00OBBIX COIMPOBOXKIAETCS BBIXOJOM KaJIbITUS
B IIUTOIUTA3My ¥ W3MEHEHHEM aKTUBHOCTH KOpPHE-
Boit HAJI®H-okcunaser [102, 103]. Ilpenmnonara-
ercs, 9To (pyHKIMOHanbHasA akTuBHOCTE HAJIDH-
OKCHJA3bl - OJUH M3 MEXaHU3MOB PETYIISINH 00-
paszoBanuss AD®K Ha HauvanbHBIX 3Tanax 0000BO-
puzobuanpHOTO B3amMojericTBus [4]. Dro mop-
TBepxkmaeTcs maHabpIMu Lohar et al. [62, 63], koTo-
pble TMOKa3ald, YTO HAKOIUICHUE TPAHCKPHUIITOB
HAJI®H-okcuaasel B KOPHSIX JTIOLEPHBI COBIAAAECT
¢ mMeHennem coxaepxanus H,O, B mepBeie 4achl
MOCJe WHOKYJISIMH TPOPOCTKOB pu3odusmu. C
IOpyroil cTOpOHBI, 00pabOTKa MPOPOCTKOB JIIOLEP-
HBbl OYHUINEHHBIM Nod-pakTopoM BelleT K HHTHOU-
poBanuio obpazoBanuss H,O, [89], uTo aBTOpHI
CBA3BIBAIOT C 3alllUTHBIM OTBETOM pacTeHuil. Ha
yMeHblIieHue reiepaunu H,O, 1 canununoBoit ku-
CIIOTBI TIPH HWHOKYJISAIIUN TPOPOCTKOB TOpoXa pH-
300MsIMM YKa3bIBAaIOT M JAPYTHE aBTOPHI [5], KOTO-
pBie OOBACHSIOT 3TOT (akT (YHKIHMOHHUPOBAHHEM
3aIUTHO-PETYJISITOPHOTO MEXaHW3Ma Tpu (popmu-
poBaHuu 0000BO-pH300MaANBHOTO cuMOMO3a [6].
[IpoTuBOpPEYMBOCTh JaHHBIX 00 W3MEHEHUU CO-
nepxannst H,O, y MakpocHMOMOHTa TIpH B3aUMO-
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JNEHCTBUH C PU300MAMU MOXKHO, TO-BUAHMOMY,
OOBSCHUTH PA3HON MPOMOJDKUTEIHHOCTHIO OIIbI-
TOB, T. €. BpEMEHHOM 3aBucumMoctbio yposHsi H,O,
Y MaKpOCHMOHUOHTA.

H,0, HEoOX0aMM 1151 DKCIIPECCHH TeHa rip 1,
KOAMPYIOIIET0 CHHTE3 paHHEero HOAYJIMHA JOIep-
HBI - IepoKcKuaassl [81], a Takxke Kak cyOcTpaT ISt
NEPOKCUA3bl, KaTAIU3UPYIOIIEH CHHTE3 JIMTHUHA
Y KaJUIO3bl, U YKPETUIEHUS KJIETOYHON CTEHKH OT
uHBa3uu Oaktepuil. [lo nanHbIM [TSHBKO € COABT.
[6] akTUBHOCTH PacTBOPUMON MEPOKCHUIA3BI B KO-
PHSIX TOpOXa B OTBET HA MHOKYJIILIUIO CHUXKAETCS B
BOCIIPHUMYMBOM K pHU300UanbHON MH(EKIUH yda-
CTKE KOpHS M BO3pAacTaeT B HEBOCIPHUHMYHMBOM K
nHpeku ydactke. [1omoOHON 3aKOHOMEPHOCTH
aBTOPHI HE Hanu s OeckiryOeHbKOBOTO MYyTaH-
Ta ropoxa, y KOTOpOro B OTBET Ha PU300HATBHYIO
MH(EKUHIO0 aKTHBHOCTh MEPOKCHUIa3bl HE M3MEHSI-
Jack B 000HMX y4acTKax KOpHs. ABTOPHI ITpenoia-
rarT, 4YTO CHM)KEHHE AaKTHBHOCTH MEPOKCUAA3BI
CHOCOOCTBYEeT NPOHUKHOBEHHIO PH300MH B KO-
peHb, a ee TOBBIIIeHNE B HEBOCTIPUIMYHUBOM yda-
CTKE, BO3MOKHO, UMEET MPSIMON aHTHOAKTepHallb-
HBIH 3¢ (eKT, HanpaBJIeHHBIM Ha MPEIOTBpAIICHUE
CHCTEMHOTO PacHpOCTpaHEeHHs PU300UIl U 3aluTy
KOpHSl pacTeHusi OT HM30BITOYHOIO HH(HUIMPOBA-
Hus. DeHOMEH CHCTEMHON yCTONYHMBOCTH K PH30-
OmanpHON WH(EKINU APYTUX YIaCTKOB KOpHS 00-
OOBBIX TIOCIIE MPENBAPUTENFHON MH(DEKINU KOPHS
oTMeuaercs M B Apyrux paborax [35]. C nmpyroii
CTOPOHBI, CYIIECTBYET TEPMUH "aBTOperysinus'”, c
KOTOPBIM CBA3BIBAIOT PETYISAIUI0 MaKpOCHUMOMOH-
TOM MPOIECCOB WHPHUIUPOBAHMS W HOAYIALUH B
BOCIIPUUMYHUBHIX K PH300HaNbHON MH(EKIUHU yda-
cTkax KopHs [39].

Monynsius MeTaboIu3Ma MaKpOCUMOMOHTA
10J] BIMSIHUEM MHUKPOCUMOMOHTA M BBIpayKaromasi-
csa B HakoruieHun A®K cBugerensctByer o CBY
KIIETOK PAaCTeHHS-XO35IMHA. JTO, TO-BHANMOMY,
ykasbiBaeT Ha yyactue ADOK u ADA B aBTOpery-
JSIAH TIPOLECCOB MH(MUIIMPOBAHUS ¥ HOMYJISIIIAN
MpH B3auMoJeHcTBHH CUMOMOHTOB. OmHAKO, TIO
naHHbIM BacunbeBoii u coast. [1-3], B npyrux op-
raHax pacTEeHUSA-XO31MHA - JMUKOTHIE ropoxa, B
OTBET Ha WHBA3HI0 PU300MI MPOUCXOIUT HAKOII-
nenue A®K B Buge O, u H,O,. ABTOpHI mipearno-
JararoT, 4TO B JAaHHOM Cllydyae MakKpOCUMOHOHT
pa3BUBaeT yCTOHYMBOCTH MOMOOHYIO "CHCTEMHOU
WHIYIHPOBAHHOW YCTOWYMBOCTH" Y PACTCHUN TIPH
3apakeHUM HEMATOTeHHBIMH MHUKpPOOPTraHU3MaMHU
[78]. Takas ycrolumBOoCcTh y 0000BOTO pacTeHwUs,
BO3HHUKAIONIas B OTBET Ha BHEIPEHHE PHU300WH,
HaIpaBJeHa, BEPOSITHO, HA MPEeNOTBpAIleHNe Mpo-
HUKHOBEHHS pH300Hii B APYTHE OpraHbl U BKIIOYA-
€TCsl CUTHAJIBHOM CUCTEMOM, BOZMOXHO, CXOJIHOM C
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TOW, KOTOpas (QYHKIHOHHPYET MpHU 3apaKeHUU
pacTeHull HEMaTOreHHBIMU MHKPOOAMHU C ydacTH-
€M YKaCMOHOBOM KHUCJIOTHI [79].

Kak wu3BecTHO, cucTteMHass NpuoOpeTeHHas
YCTOMYMBOCTH (POPMUPYETCS C y4acTUEM CaIHLIU-
JIOBOW KHUCIIOTBI, CHHTE3 KOTOPOW TECHO CBSI3aH C
JpYro¥ CUTHAJIbHOU MOJIEKYJIOH - IIEPOKCHUIOM BO-
nmopona [84]. Bo3MOKHOCTh yYIaCTHsI CATHIIFIIOBOM
KHACJIOTHl B 60060BO-pH300ManbHOM cUMOMO3e 00-
CYXKIaJloch B psjie pador [5, 29, 46, 65, 92]. Dk30-
TeHHas CalIMLWIOBas KUCJIOTa OTPULATEIHHO
BIIsIIa Ha GopMUpoBaHue W (PYHKIIMOHUPOBAHHE
0000BO-pu3obuaIpHOro cuM6omo3a [20, 65]. Onna-
KO IIPY HOPMAJIbHBIX YCJIOBHUSX CHHTE3 CaJIHLIUIO-
BOM KHUCIIOTBl Y MakpOCHUMOHMOHTa peryJupyercs,
BEPOSTHO, Ha TEHHOM YpOBHE ¢ ydactueM Nod-
¢akTopa puzobuil. Tak, myTanus y pu3o0HaIbLHO-
ro mramma 1o Nod-(GaxkTopy WIM WHOKYJSALHS
JIIOLEPHBI HECOBMECTUMBIM  PHU300HaIbHBIM
MITAMMOM BEJO K PE3KOMY HAKOIUICHHUIO CaIHLU-
JIOBOM KHCJIOTHI B KOPHSIX, CIIOCOOCTBYS (DyHKIHO-
HUPOBAaHUIO CANUIUIOBON KHCIIOTHI KaK CHTHAlb-
HOM MOJIEKYJIbl, HHULIUAPYIOUIEH BKIIOYECHHE 3a-
LIUTHBIX PEaKIUi y MaKpOCUMONOHTA, YTO TOPMO-
3T Tporecch HHPEKIH U Homysuu [29]. Mna-
4Ye TOBOps, MOJ BO3JAEHCTBHEM pPH300HAIBLHOTO
Nod-(akTopa HHTEHCHUBHOCTb CHHTE3a CAIUIIIO-
BOM KHCJIOTHI y PAaCTEHHUS-X03UHA CHI)KAETCA, UTO
Be/IeT K OJIOKHPOBAHMIO OTOCPEIOBAHHOTO €10 CHT-
HAJIBHOT'O MEXaHM3Ma, CBSI3aHHOTO C 3aIlUTHBIMH
pexuusMu MakpocuMOmoHTa [31, 65]. Stacey et al.
[92] moka3zamy, YTO YMEHBIIEHHWE O3HIIOTEHHOTO
YPOBHS CaNUUMIOBON KUCHOTBI Yy Lotus japonicus
u Medicago tranculata myTeMm TpaHCTEHHOW SKC-
npeccun (pepmenta camumuiaT ruaponassl (NahG)
CIOCOOCTBYET YBEIMYCHUIO HH)UIMPOBAHUS H
HOIYJSIIMK OOOOBBIX pacTEHHH C JeTepPMUHAHT-
HBIM M HEJEPMHHATHBIM THUIIOM KIIyOeHBKOB. AB-
TOPBI MPENOIAraloT BaXKHYIO POJb CaJHIIMIIOBOM
KUCJIOTBl B 3AIUMTHBIX pEaKkIMsAX pacTeHUs-
X03sMHa TIpH (POPMUPOBAHUH CUMOMO3a.

Cunmes u poav NO npu cumouose

Pors NO B mporeccax CHMOHOTPOGHOTO
B3aMMOJICHCTBUS OPraHU3MOB, B YaCTHOCTH, pac-
TEHUI, MUKpOOOB, TprOOB OCTaéTcs Majouzyde-
Ho#. Ilpn paccMOTpeHMM 3TOrO BOIPOCAa MOYKHO
BBICTIUTH JBa HANPABICHHS UCCIICAOBAHUMN: POIb
ATOW MOJIEKYJBI B HOPMAIIGHBIX YCIOBUAX (hopmu-
poBaHUSA ¥ (QYHKIIMOHUPOBAHKS CHMOHUOTPOGHOTO
MeXaHH3Ma U MPH JCHCTBHU SKCTPEMAIBHBIX (ak-
TOPOB, MPETATCTBYIOIINX CUMOHO3Y.

Hammawe NO B kiryOeHBKaX JIIOIIEPHBI IO~
TBEPXKJICHO B OMBITax [27], mpudeM aBTOPHI TOJa-
raroT, 4to reHepanusd NO B KIIyOeHbKaxX MPOHCXO-
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muT ¢ ydactiuem NO-CHHTa3bl, HO HE HHTpAT- WA
HUTpUTpenykTas3sl. [loguepkuBaerca, 4To B HOp-
MaJIbHBIX (PU3MOJOTHYECKUX ycHoBUsAX ponb NO
KaK HeraTUBHOTO perynsropa N,-pukcanuu B KiIy-
Ocenpkax mamoBeposaTHa [53]. [lokazaHo mpHUCyTCT-
BHUE B 3peNbIX (YHKIHOHHPYIOMINX KIIyOeHbKax
cou komiuiekca NO ¢ JerreMorsioOMHOM B OTCYT-
CTBHEC HHUTpAaToB B cpeme [67]. Ilo maHHBIM
Kanayama et al. [56, 57], npu BBICOKOM copaepika-
HUM B pacTeHusx con NO; B OakTepouaax CHHTeE-
supyetrcst NO, KOTOpBI CBS3BIBAECTCA C JIETTEMOr-
JT00MHOM C 00pa30BaHMEM HHUTPO3UIUICTTEMOTIIO-
OuHa. DTO MOXET BECTH K MHTHOMPOBAHHIO MPO-
1ecca mepeHoca Kuciopojia B 0akTepouasl U, Kak
CIIEJICTBHE, K CHIDKEHHIO aKTHBHOCTH HHTPOTEHA-
361 M TIOCNeAyIoIel aerpaganyuu KiyOeHpKoB. B
OMBITAX in Vitro MOKa3aHO WHTHOUpPYIOIee JACHCT-
Bre NO Ha HUTporeHa3y KiryoeHbkoB cou [99]. NO
MOXXET Yy4YacTBOBaThb B pPEryJSIIMA aKTUBHOCTH
IByX reHoB Np-dukcanun nifA u fixK myrem o6pa-
30BaHUsl KOMILIEKCA ¢ MeMOpPaHHO-CBSI3aHHBIM Oe-
KoM FixL, BOBIEYCHHOM B PETYJISIIIHIO a30T(HK-
caruu y Rhizobium meliloti. ITOT GeNOK sABIACTCA
O,-CEHCOPOM U aKTHBHUPYETCS NMPHU HU3KHUX M WHA-
KTUBHPYETCSl TPU BBICOKMX KOHIEeHTpamuix O,.
IIpeanonaraercs, uro NO, kak u O,, MOXeT yua-
CTBOBaTh B peryJsiuu akTuBHOCTH FixL, a cnexo-
BaTeNbHO, U a3oTdukcanuu [50].

Bompocel mexanuszma cunteza NO U podb
9TOH MOJIEKYJBl B PEryJisiUd AKTUBHOCTH a30T-
(hukcupyromero ammapara pu3o0Huii B 0akTepougax
OCTalOTCA 1O KOHLA HEBBLACHEHHBIMH. C OmHOM
CTOPOHBI, €CTh JaHHbIE O TOM, 4To cuHTe3 NO B
KIIyOCHBKaX MOXKET MPOUCXOIUTH 3a cUeT hepMeH-
ToB, oOmagaromiux NO-CHHTa3HOM aKTHUBHOCTBIO
[37, 51], ¢ mpyro# - mpu BBHICOKHMX J03aX HUTpaT-
HOTO a30Ta HE MCKIIOYEHO y4YacTHE B I'CHEpaluH
NO sutpar- u HUTpUTpenyKTasbl [57]. B mons3y
HEPBOr0 IPEAIOJOKEHUSI TOBOPUT (DakT, 4YTO B
KIyOCHbKaX B BBICOKMX KOHIIEHTpPALHMAX MPUCYT-
CTBYEeT apruHUH - cyoctpat anst NO-cunTassl [96].
OpHako NpH BBICOKUX KOHLEHTPALUAX HUTPATOB B
cpelne B KiIyOeHbKax HAOJIOJAeTCs HAKOIUICHUE
HUTPHUTOB, KOTOPBIE MOTYT OBITH CyOCTpaToM st
nocnenyomero oopazosanusi NO ¢ yyactuem Hu-
TpaT-BOCCTaHaBIMBAOIIUX (hepMeHToB [56, 57]. B
onbiTax Meakin et al. [69] ¢ Oakreponnamu Kiy-
OCHBKOB COM IOKA3aHO, YTO MaKCHMaJbHOE HAKO-
IUIeHHE B OaKTepOUAaX HHUTPO3WILICTTEMOTTIO0HHA
HaOIIOIAJIOCH TIPU MOJIKOPMKE pacTeHHi HUTpaTa-
MU U npu runokcud. Ilpm 3TOoM HauOodbIINA
BIam B TeHeparuio NO BHOCHUT OaKTepowIHas
nepuria3MaTudeckas HUTpaTpeaykrasza. B momon-
HEHHE K HTOMY MOXHO TaKKe€ NPHBECTH JaHHbBIC
Kato et al. [58] 00 uHIYKIIMM aKTUBHOCTH HUTpAT-
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penykTa3sl B MHPEKIMOHHON 30HE KIIyOEHHKOB L.
japonicus B OTCYTCTBUE HUTPATOB B CpEJIE.

Takum 00pa3oM, MOKHO OTMETHTH J[Ba BO3-
MOXXHBIX MexaHm3Ma reHepammu NO B KIIyOeHb-
Kax: ¢ ygactueM ¢GepMeHTa(0B), 001a1aromero(mx)
NO-cuHTa3HOM  aKTHBHOCTBIO, W  HHUTpAT-
BOCCTAHABIHMBAIOIIUX (PEPMEHTOB - HHUTPATPEAYK-
Ta3bl U HUTPUTPEOYKTa3bl. YUaCTHE CaMHUX PH30-
6uii B renepanuu NO B peakuuu JeHUTPpUDUKAIH
He noaTBepxkaaercs [76]. [Ipeobnaganue Toro wiu
WHOTO MexaHu3Ma Oy/eT, BEpOSTHO, 3aBUCETh OT
9H/IOT€HHBIX W 9K30T€HHBIX YCIOBHH, OIaromnpusr-
CTBYIOIIUX WJIM HEOJIArOMPHUITCTBYIOIIUX CUMOHO-

3y.

Poas NO B cuMOHOTHYECKOH a30ThHUKCAITII
HesicHa. Kak CBUIETENbCTBYIOT UMEIOIIMECS B JIH-
TepaType AaHHbIE, B (YHKIHOHUPYIOIIUX KIy-
O0erpkax NO MOXKET BBHITIOJHSITH POIIb PETyIATOpa
neperoca O, B OakTepouipl, 00pa3ys KOMILUIEKC C
aerremornioouHoM. Kak yke oTMedeHo BbIlIE, He-
raruBHasg poib NO B (QYHKIHOHUPYIOIIUX KITy-
OcHBKAaX MaJIOBEPOSTHA B (PU3HUOJIIOTHUECKH HOP-
ManbHBIX ycloBusax [53]. Omgnako npu sTom NO B
KITyOeHbKaX MOJKEH OBITh Ha JIOCTATOYHO HU3KOM
YpOBHE, HE TO3BOJISIONIEM HHTHOWPOBATH AKTHB-
HOCTBH HUTporeHasml [57] u moctaBky O, B OakTe-
pouzbl myTeM oOpa3oBaHHs KOMILIEKca C Jierre-
MOTIO0MHOM. J[1s1 3TOr0 B KIIyOCHBKAaX IOJDKEH
OBITH MeXaHU3M, YPPEKTUBHO 00E3BPEIKUBAIOLIHIA
u30sTok NO. K Hemy npeskae Bcero MO>KHO OTHe-
CTH JIETTEMOTJIOONH M HECMMOMOTHYECKHH TeMo-
JIOOMH, KOTOpPBIE MOTYT OBITh CKaBEHTEpaMH
(scavengers) NO u MomynupoBaTh aKTUBHOCTH
3TOTO pajuKana B MHPUIUPOBaHHBIX KieTKax. [1o
maaHeIM Shimoda et al. [90], comepkxanue HecHM-
ouotnueckoro remornobuna (LbHgl) yBenuuuBa-
ercs B (PYHKIHMOHHPYIOUIMX KIyOeHbKaX B OTBET
Ha pU300HMATbHYI0 WHQEKIUIO, CONPSKEHHYIO C
npexonsmuM yBenudearneM NO B KopHAX Lotus
Jjaponicus. llpennonaraercsi, 4To HecUMOMOTHYE-
CKMH TeMoriioOWH urpaer posb ckaBeHrepa NO
[90, 101].

Ceenennii o BaussHu NO Ha WHOUITUPOBa-
HUe U PopmupoBaHue 6000BO-pU300HATBEHOTO CHU-
MOHMO3a B IUTEpaType MpakTHUecku HeT. EcTh
npenmnonoxkenus, yTo NO MOXET y4acTBOBaTh B
peryasiMyd KOJIMYECTBa KIyOSHHKOB Ha KOPHAX
0000BBIX [53]. Stohr m Stremlau [94] B cBoeM 00-
30pe IPUBOAAT JaHHBIe 0 reHeparui NO Ha miasz-
MaTHYIECKON MeMOpaHe KJIETOK pacTeHUd mpu 0o-
00BO-pH300HATEHOM u apOyCKyJISIpHO-
MUKOPH3HOM B3aWMOJEHCTBHUAX. ABTOPBI 3aKIIO-
4aroT, 4To ycuieHue reHepanun NO HaOmomaeTcs
IIPU BBICOKUX J03aX HUTPATHOTO a30Ta B Cpele,
KOTOpPO€ COBMAJaeT C MOBBINIEHHEM aKTUBHOCTH
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MeMOpaHHOH (HO HE HUTOIIa3MAaTHYECKOW) HHUT-
patpenykrassl. Bricokue koHueHTpanuu NO Mo-
TYT CHOCOOCTBOBATH BKJIFOUCHHUIO 3aLIUTHBIX peak-
Ui pacTeHUs-X03WHA M TaKUM 00pa3oM MperisT-
CTBOBaTh MH(HUITMPOBAHUIO PACTCHHHA PH300USIMH
u MuKopuzoii. Meyer et al. [70] cumratoT, 4Tto B
pe3yabTate PyHKIMOHUPOBAHHUS HUTPATPELYKTa3bl
KOJIMYECTBO OOpa3yIomierocs B KIETKaX pacTeHHUH
NO 6osnee yeM AOCTATOYHO IS CUTHAITUHTA.

[To nanHbpIM MuTaHOBO# ¢ coaBT. [14], 3K30-
regsplii NO (B BHIIe HUTpOTpyCCHIA HATPHUs) OT-
pHUIATEIRHO BIHSAI Ha aATe3WI0 W MPOHUKHOBEHHE
pHu300Mii B TKaHU KOPHsI MPOPOCTKOB ropoxa. Jo-
OaBileHHE B Cpelly C HHUTPOIPYCCHAOM HATPHS -
nmoHopoMm NO, remorsmoOWHa W3 3PUTPOIUTOB JIO-
uragm B 1,5 pa3a cHUMano HHrHOUpYommid 3P QexTt
NO Ha 3TH mpouecchl. ABTOPHI IMPEINOIATaloT,
YTO MHTHOWPOBaHWE B3aMMOJAEWUCTBUS PU300WH C
KOPHSIMH PaCTEHHUS-XO35IMHA MOYKET MPOUCXOIUTH
yke B pu3ocdepe u3-3a BEICOKOro copepkanus NO
B I0YBE, 00Pa3yIOIIeTrocs, B YaCTHOCTH, B IPOIIeC-
cax MUKpPOOHOH NeHUTpU(HUKAIINA, OCOOSHHO TIPH
BHECEHUH B IOYBY a30THBIX yIOOPEHHI.

Bricokoe coneprkaHue a3oTa B MOYBE BEJET
K YCHJICHHIO ITOTJIOUICHUS HUTPATOB MPOPOCTKAMHU
ropoxa B yCJIOBUSX WHQHUINPOBAHHS PACTCHUH pU-
300usimu [15]. MoxHO mpearonarath, 4TO aKTHBa-
1Sl BOCCTAHOBJICHUS TIOTJIOMIEHHBIX KIETKAMH Pa-
CTEHUS-X035MHA HUTPATOB C 00pa3oBaHUEM OKCH-
Jla a30Ta NpUBOINT K (pyHKunoHUpoBanuto NO kak
CUTHAJIBHON MOJIEKYJIbI, BKIIOYAIOIIEH 3al[UTHBIE
MEXaHU3MbI IPOTHB CHMOMOTHYECKOTO MapTHepa,
U TakuM OOpa3oM IMpEenATCTBYIOIIEH yCTaHOBIIE-
HUIO 0000BO-pH300MaIBLHOTO CUMOHMO3a. DTO MO-
KET OBITh OJTHOW W3 MPUYNH OTPUIIATEIHLHOTO JCH-
CTBHS BBICOKHX /03 HUTPATHOTO YJIOOpeHHs Ha
CUMOHO03.

CrnemyeT OTMETHTH, YTO MEXaHHU3MBI OTPH-
IIATETHFHOTO BIUSHUAS BBICOKHX J103 MUHEPAIBHOTO
a30Ta Ha YCTAaHOBJICHHE U (DYHKIIHOHUPOBAHHUE 0O-
00BO-pN300HaTBPHOTO CHMOMO03a OCTAIOTCS 0 KOH-
112 HEeBBIICHEHHBIMU. OTMeUaeTcsl BakKHAsI POJb HA
HaYaJdbHBIX CTafusX (OPMUPOBaHUS CUMOMO3a
T.H. NIN-6enka (nodule inception), cuHTe3 KOTO-
POTO OCYIIECTBISIETCS] TOIBKO Yy OOOOBBIX pacTe-
uuii [88]. Ilo mamubiM Barbulova et al. [26], B
OMBITaX C WHOKYJSANUEH O-IHEBHBIX MPOPOCTKOB
nsasenna (Lotus japonicus) Nod-¢dakTopom, BbI-
JIEJIEHHBIM U OYMIIEHHBIM M3 Mezorhizobium loti,
BBICOKHE JI03bI HUTPATHOTO a30Ta HE OJIOKHPOBAIIU
Mop(holloTHYecKne H3MEHEHHsT KOPHEBBIX BOJIOC-
KOB B OTBET Ha HWHOKYJISAIUIO, HO WHTHOMPOBAIH
JIETICHUE KOPTUKAIBHBIX KIETOK W JajJbHEWUIINN
MoporeHe3 kiyOeHbKOB y Lotus japonicus. VH-
ruOMpoBaHNe HavaIbHBIX CTAINi cHMOMO03a B CIIy-
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9ae BBICOKHMX 103 aMMOHHIHOTO a30Ta HalJrona-
JIOCh YK€ Ha CTaJWd CKPYYHBAaHUS KOPHEBBIX BO-
JIOCKOB. ABTOpPBI TPEANONaraloT OTPULATEIBHOE
BIIMSTHHE BBICOKHUX 103 MUHEPAJIBHOTO a30Ta Ha K-
crpeccuio TeHa NIN-Oenka, OCYIIECTBISIONIETO
pETYISIHMI0O  CUMOMOTHYECKOTO  B3aMMOJICHCTBUS
(ckpyuuBaHHE KOPHEBBIX BOJIOCKOB, 0Opa3oBaHUE
WH(EKIIMOHHBIX HUTEH, OpraHoreHe3 KIIyOeHbKa).
[lo nHameMy MHEHHWIO, HE HCKIIOYEHO YyYacTue
ADPK u A®DA B mHapymenun ©6000Bo-
pPHU300MaIBHOTO B3aUMOJICHCTBHS TIPU BBICOKHX
JI03aX MHHEpPAIBHOTO a30Ta B cpelie, 4To TpedyeT
9KCTIIEPHUMEHTAJIbHBIX J0Ka3aTeIbCTB.

l'umoTteTnueckas cxema BIMSIHAS aKTHBHBIX
(dhopm KHUCIIOpOaa W a30Ta Ha HadalIbHBIC ITyTH 00-
00BO-pH300HAILHOTO CHMON03a OTpa)KeHa Ha PHC.
2. Cnenyet oOpaTuTh BHUMaHHUE MO KpaliHeH mepe
Ha YeThIpe KOMIApTMEHTa, T/ie MMPOUCXOAUT B3aH-
MOJICHICTBIE CHMOWOHTOB: BHEIIHSS cpena, Kiie-
TOYHAs CTEHKa, IJla3MajeMMa M LuTomiazMma. Bo
BHEIIHEW cpeie HaxonsaTcs (IaBOHOWIBI, BBIJIE-
JieMble MaKpOCHMOMOHTOM. OTH COEAMHEHUS
(maj3evH, amereHWH, JIIOTEONWH W Jp.) WHHUIIWU-
pyIoT sKcpeccuto Nod-TeHoB pu300uii, pe3yibTa-
TOM 4Yero SBJSETCS CHHTE3 OakrepusmMu Nod-
(dakropa nunoxuroonurocaxapuga (JIXOC).
JIXOC B3aumopeicTByer, Mo-BUANMOMY, Ha KIle-
TOYHOW CTEHKE C pPACTUTENBHBIM PElenTOpOM
(IpennonoKUTENBHO ¢ OEIKOM MOAOOHBIM KHHA3E)
[95] m "3amyckaeT" TE€HETHYECKYIO0 Mporpammy
peam3anyy HadalbHBIX (MHQUIUpOBaHUE, 00Opa-
30BaHHe MH()EKIIMOHHOW HHUTH, OPraHOT'CHE3 KIIy-
OCHbKa) U TMOCICAYIONIMX 3TamoB  0000BO-
puzobuanpHOro cuMobuosa. Bo BHemHel cpene mo-
TYT Taoke HaxoauTbest N-coequaenus (NO, NO;y),
KOTOpBIC HApyIIAIT CIIOCOOHOCTh PU300Mii B3au-
MOACHCTBOBaThL C pacTCHHUEM-XO3IUHOM [16].
®depMeHTHI, KOTOphIE MOTYT yYacTBOBaTh B TEHe-
pamyu akTUBHBEIX ()OpM KHCIIOpOJa U a30Ta, JIOKa-
nu3oBanbl Ha tuasmaiemme (HAJI®H-okcupasa,
HUTpAT- ¥ HUTpUTpenaykras3sl, NO-cuHTa3a). OT nx
aKTHUBHOCTH 3aBUCHT ypoBeHh ADK m ADA, xo-
TOPBIH, B CBOIO OYepellb, PETYIUPYETCS] CHCTEMOM
AQHTUOKCHJAHTHOW 3amuThl. MHUIManus skcnpec-
CHUH TE€HOB 3aIIUTHl MAKPOCHMONOHTA TIPH YYaCTHU
aKTUBHBIX (OPM KHCIOpOJia M a30Ta OJOKUpYyeT
pasBuTHe cuMmOuno3a. Uto Kacaercs pa3BUTHUS pac-
TEHHUEM-XO035IMHOM CHCTEMHON YCTOWYMBOCTH IIPO-
TUB pHU300WMiA B HEYYyBCTBUTEIBHBIX K HWH(MEKINH
YyacTAX KOPHS U B IPYTHX OpraHax (3MHKOTUIb), TO
OHa, BEPOATHO, TEHETHUYECKH 3alporpaMMHpOBaHa
W BKIIOYAETCSI B YCIIOBHSX, OJarompUsTHBIX JUIs
pa3BuTHA CUMOHO3a.

Takum O6p2130M, MOXXHO, IO-BUAUMOMY, I'0O-
BOpUTHL O HpOCTpaHCTBeHHO—BpCMeHHOﬁ CXEMCEC
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perynsun cuMOno3a ¢ y4acTHEM aKTHBHBIX (hopMm
KHCJIOpPOJa M a30Ta, BBINOJHSIIOMNUX, BEPOSTHO,
IBOWHYIO (YHKIMIO: BKJIIOYEHHE MEXaHHU3MOB,
CHOCOOCTBYIOIIUX YCTAaHOBJICHHIO CUMOMO3a, |
MEXaHU3MOB (3aIIUTHBIX PEaKHii) MpensTCTBYIO-
mux (OpPMUPOBAHUIO CHMOMOTUYECKHX CTPYKTYD.
B mepBom ciyuae popmupoBaHre cmMOMO03a TIpO-
UCXOOUT TpU ONaronpusTHBIX YCIOBHSIX, BO-
BTOPOM - Ha (pOHE JMEHCTBHUS IKCTPEMANBHBIX (akx-
TopoB. B menom, 3T0 HampaBiieHHEe B mpoOieMe
06000B0O-pPHU300HANTBEHOTO u apOyCKyJISIpHO-
MHUKOPH3HOTO CHMOHO3a OCTaeTcs MalloU3ydeH-
HBIM. JlanpHeWmure uccienoBanus (U3HOJIOTHYIC-
ckux Mexanu3moB poin ADPK u ADA Ha Havanb-
HBIX CTaJHAX Pa3sBUTUS cUMOMO3a MOTYT OBITH Ha-
MpaBJIeHbl Ha W3y4YeHHe (EPMEHTOB, Y4YaCTBYIO-
muxX B reHepann AOK u ADA; ux JIoKaTHu3auio
B KOMIIAPTMEHTaX KJIETKH pacTEHHs-XO3sWHa, JTU-
HaMUKy WX aKTUBHOCTH W OIIpEJIeICHHe POIH aK-
TUBHBIX ()OPM KHCIOPOJIa M a30Ta KaK CUTHAIILHBIX
MOJICKYJ, MHAIUHPYIOUINX TPOIECCHI, CIIOCOOCT-
Bylomue (GOPMUPOBAHUIO CUMOHMO3a MM MPETIAT-
CTBYIOIIIME ATOMY. BakKHBIM SIBISIETCS COCTOSHHE
FOMEOCTaTHYECKOTO PABHOBECHS] MEXIY JKCIIpec-
cuell TeHOB cMMOMO3a W TEHOB 3aIlUTHl MaKpo-
cumOnonTa. O4eBHIHO, YTO 3TO PaBHOBECHE Ha-
pymaeTcs mpH AeMCTBUM HeOIarompusTHBIX (hak-
TOPOB B TOJIb3Y YCWICHHS (QYHKIHOHHUPOBAHUS
3alUTHBIX CHCTEM pacTeHusA-xo3suHa. Kak 310
OTpa3HUTCs HA MeXaHW3Max (OPMHUPOBAHHS CHUM-
0103a - BONpPOC, HAa KOTOPBIN MPEJCTOUT OTBETHUTb.
Crnenyer Takke OTMETUTb, YTO T'€HEpaIHs pacTe-
HHAEM-XO035TMHOM TOKCHYeCKUX coenmHeHuit (ADK,
A®A, QeHonoB U Ap.) aKTHBHPYET W 3aLIUTHYIO
cucreMy MHUKpocuMOuoHTa. HemaBHO omyOumko-
BaHHBIA 0030p JaeT MpeJCTaBleHHEe O 3HAHMSIX B
3TOH 00OJsacTH 0000BO-PU300HAILHOTO U AKTHHO-
pusanbpHOro cuM6Ouo3a [98].
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FEATURES OF ACTION OF ACTIVE FORMS OF OXYGEN
AND NITROGEN AT LEGUME-RHIZOBIAL SYMBIOSIS

A. K. Glyan'ko, G. G. Vasil'eva

Siberian Institute of Plant Physiology and Biochemistry
Siberian Division of the Russian Academy Sciences
(Irkutsk, Russia)

The literary data an a role of reactive oxygen species (ROS) and nitrogen (RNS) are generalized at
formation and functioning legume-rhizobial symbiosis in comparison with phytopatogenesis. Dou-
ble function ROS and RNS is supposed at legume-rhizobial symbiosis: inclusion of the mechanisms
promoting an establishment of symbiosis, and mechanisms ( protective reactions ), symbiotic struc-
tures interfering formation. The hypothetical scheme of participation ROS and RNS in formation
legume-rhizobial symbiosis is resulted.

Key words: reactive oxygen species (AOS), reactive nitrogen species (ANS), legume-rhizobial
symbiosis, phytopatogenesis, Nod-factor, nitric oxide, hydrogen peroxide

OCOBJIMBOCTI JIi AKTUBHUX ®OPM KHCHIO I A30TY
ITPH BOBOBO-PU30BIAJIBHOMY CUMBIO3I1

A K. I'maasko, I'.I'. BacunreBa

Cubipcoxutl incmumym izionoaii i 6ioximii pociun
Cubipcovroeo 8iddinenns Pociticokoi akademii nayk
(Ipxymcok, Pocia)

VY3aranpHeHi JiTepaTypHi JaHi npo poib akTuBHUX (opm kucHIO (ADK) i azoty (ADA) npu dop-
MyBaHHI 1 QyHKIIOHYBaHHI 0000BO-pr300iatbHOTO CHMOi03y MOPIBHAHO 3 (iTomaTorene3om. Bu-
CJIOBJIIOETHCS MPUIYIIEHHS 1po noaBiiHy QyHKIit0o ADK i ADA npu 6060B0-pr306iaIbHOMY CHM-
01031: BKJIFOYCHHSI MEXaHI3MiB, 1[0 CIPHUIIOTh BCTAHOBJICHHIO CUMO103Y, 1 MEXaHI3MIB (3aXHCHHUX pe-
aKIiif), sSKi NEepelIKo/PKaoTh (OPMYBaHHIO CUMOIOTHYHHMX CTPYKTyp. HaBoauThes rimoreTndHa
cxema y4acti AOK i ADA y popmyBanHI 6000BO-pH3001aIBLHOTO CUMOi03Y.

KuarouoBi cioBa: axmueui popmu Kuchro, akmusHi popmu azomy, 6060680-puzodianvhull cumoios,
@imonamocenes, Nod-ghakmop, oxcud azomy, nepokcuod 600HIO
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