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Okcun azota (NO) siBisieTcs yHUBEepCaIbHOM CUTHAJIBHOM MOJIEKYJIOM, (DYHKIIMOHUPYIOIIEH BO BCEX XK1~
BBIX OpraHu3Max. B pacTeHUsIX OH BOBJIEKAeTCs B PETYJISILINIO POCTa M pa3BUTHSI B HOPMAJIbHBIX YCITOBHSIX
npous3pacTaHus ¥ B GOPMUPOBAHUE YCTOMYMBOCTHU K IIIMPOKOMY CITIEKTPY CTPECCOBBIX Bo3aeicTBuii. He-
CMOTps Ha TO, YTO 3a MOCJIeIHNE TPU TeCITUIIETHS ObUT COBEPIIIEH KOJIOCCAIBHBIN Mporpecc B MOHUMaHUN
pOJIM U MEXaHU3MOB peryisitopHoro aeiictBusi NO, ImyTH ero 6MOCUHTE3a B paCTUTEbHBIX OpraHu3Max
PACKPBITHI JAJIEKO HE TMTOJTHOCTBIO U OCTAIOTCS IMPEAMETOM XKApKUX TUCKYCCUM. AHATN3 COBPEMEHHBIX JIU -
TepaTypHBIX JaHHBIX ITO3BOJISIET BBIACIUTD IBA MPUHLIMITMAIBHO PA3IMYAIOIIMXCSI MeXaHU3Ma oOpa3oBa-
Husg NO B BBICHINX PAaCTCHMSIX: OKMCIUTEIBHBIN WJIM apTUHWH-3aBUCUMBIN TTyTh, 1 BOCCTAHOBUTEIIBHBII
WJIX HUTPAT/HUTPUT-3aBUCUMBII ITyTh. B IepBOM ciydae MpoayKIust OKCUIa a30Ta IPOUCXOIUT MPU B3aUMO-
NEeHCTBUY apTMHWHA C KMCJIOPOIOM, IPOTeKaloleM ¢ 00pa3oBaHUEM LIMTPY/UTMHA U BHICBOOOXKICHUEM MOJIe-
KyJiel NO. OnHako (hepMeHThI, OTBEUAIOIINE 32 OKMCINTeTbHOE 0Opa3zoBaHyie NO B BBICIIIMX PACTEHUSIX, TTOKA
He uaeHTUdUIMpoBaHbl. Hanbosee xopolio M3ydeHHBIM Y pacTeHUIA SIBIIIETCS HUTPUT-3aBUCUMOE 0Opa3oBa-
Hue NO, B KOTOpOM 0co0asi poJib MPUHAIIEKUT MOJIMOIeHOCOAepKaIUM (hepMeHTaM, B YaCTHOCTU HUT-
parpenykrasze NR (Nitrate Reductase) n amumokcumpenykraze mARC (mitochondrial Amidoxime Reduc-
ing Component). CBoii BKJ1aja B TpoaykKinio NO MoTyT BHOCUTBb KcaHTUHOKcuaopeaykTaza XOR (xanthine
oxidoreductase), anmpnernnokcunasa AO (aldehyde oxidase) u cynbdutokcumasa SO (sulfite oxidase). Ha-
CTOSIIMIT 0030p MOCBSILEH AeTaTbHOMY aHAJIU3Y OCHOBHBIX MeXaHU3MOB 00pa3zoBaHusi NO B BBICILIMX pac-
TEHUSIX.

KuaroueBble ciioBa: OKCHUI a30Ta, peTyJIINs MeTaboIM3Ma, apTMHUH-3aBUCUMBIH ITyTh, HATPUT-3aBUCUMBIi
MyTb, HUTpaTpenaykTa3a, HUTpUT: NO-penayKkra3Hasi aKkTUBHOCTb
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BBEJEHUWE

Oxcup azora (NO) npuHaOIeXKUT K YUCITY YHU-
BEPCAIbHBIX CUTHAJIBHBIX MOJIEKYJ, (DYHKIIMOHUDY-
IOIIIMX BO BCEX XKMBBIX opraHu3Max [1]. B pactenusix
OH BOBJICKAETCsI B PETYJISILINIO META0OJUIYECKUX ITPO-
1IECCOB Ha BCEX ATarax OHTOTeHe3a OT MpopacTaHus

maHHBIX 00 yyactun NO B pa3BUTHUM YCTOMYMBOCTH
pacTeHuii K CTPeCCOBLIM (pakTOpaM abMOTUYECKOIO
MPOUCXOXIEHUSI, TAKUM KaK, 3aCyxa, 3aCOJIEHUE, OC-
MOTHUYECKUI CTpecC, HapylleHUe TeMIIEPaTypHOTO
pexuMa, YD-o01ydyeHue, BO3ACICTBUE MOHOB TSKE -
JIBIX MeTaJuIoB [4, 7, 13, 14].

U BEereTaTUBHOIO pOCTa 0 IIBETEHUS, TIOJOHOIIS-
Hus u ctapeHuss. NO IIpUHUMAaET y4acTHUe B PEryJIsi-
M KJIETOYHOIO LIKKIIa, nuddepeHalim U pocTe
MBUIBLIEBBIX TPYOOK, MOpdoreHe3a, B3auMOIECTBUS
pacteHuii c cumouoHTamu [2—7]. OcoOblit MHTEpeC K
NO BBI3BaH er0 yyacTeM B (DOPMUPOBAHNM YCTOM -
YUBOCTH PACTEHUI K pa3HbIM IO MIPUPOJIE CTPECCO-
BbIM (pakTopaM [8, 9]. O curHanbHbIX GyHKIIUSAX NO
B PacTEHUSIX 3arOBOPUIM B KoHIe 1990-x I.T., Korma
Oblj1a BBISIBJIEHA €r0 POJIb B pa3BUTHUM 3allIMTHBIX pe-
aKIMii pacTeHUI Ipyu MHGULMPOBAHUY NAaTOTeHAMU
[10—12]. Kpome ToOro, moiydeH OOJBIIION MacCHUB

BbinoaHeHue OKCUAOM a30Ta MHOXKECTBEHHBIX
¢GYHKIIMIT CBI3aHO C OCOOEHHOCTSIMU €ro (pU3MKO-
xuMudeckoro crpoeHusi. NO gBisgeTcsd TUIoPUIb-
HOW MOJIEKYJION, XapaKTepU3YIOLIEUCs HAIUYUEM
HEIMapHOTO 2JIEKTPOHA Ha TT-OpOUTalu, YTO MpeBpa-
IIIAET €r0 B paIuKaJIbHYIO MOJIEKYJIY C BBICOKOI peak-
LIMOHHOM CITOCOOHOCTBIO, CBOOOIHO MPOHUKAOIIEH
yepes3 KJIeTOUHble MeMOpaHbl U OBICTPO B3aUMOIEH -
CTBYIOLIEN ¢ ApyruMu coeauHeHusimu [4, 8, 15—17].
BzaunmoneiictBue NO ¢ akTUBHbIMU (hOopMaMU KHMC-
nopona (ADPK) mHayuupyeT MpOAYKIINIO aKTUBHBIX
dopm azora (ADA). Cpennt HUX 0cOO0TO BHUMAHUS
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Puc. 1. ApruHuH-3aBUcMMOe 00pa3oBaHue OKCHIIA a30Ta.

3acayxkuBaeT nepokcuHuTput (ONOO™), obpasye-
MBI TIpu B3auMoaeicTBuu NO ¢ CyNepOKCHOOM,
KOTOPBII BBICTYIIAET B KAY€CTBE OTHOTO M3 HUTPUPY-
JoIIMX areHTOB B Kackagae NO cUTHaJIbHBIX peaKIInit
B pacTteHusIX. Kpome Toro, mpu B3auMoaeiiCTBUI OKCH-
Jla a30Ta ¢ IyTaTUOHOM 00pa3yeTcsl S-HUTPO30IIyTa-
TMoH (GSNO), KOTOpHIit BBICTYIAeT B KAUeCTBE IVIaB-
HOI1 3anacHOIi 1 TpaHCIIOpTHOIT opmbl NO, cnoco6-
HOIT OCYIIECTBJISATh Niepeaadyy HUTPOTPYIIIBI Ha IpyTrie
OMOMOJIEKYJIbI, TaKME KaK OCJIKM, KUPHbIC KHCJIOTHI,
HYKJIEMHOBBIC KHUCJIOTHI. B yacTHOCTH, HUTpOBaHUE
0€JIKOB IT0 OCTaTKaM TUPO3WHA 1 CEpUHA, a TAKXKE I10
voHaMm Cu wiu Fe B cocTaBe MeTa/IJIONIPOTEMHOB, BbI-
3bIBacT X KOH(MOPMALIMOHHBIC MIEPECTPONKU, YTO JIe-
KMT B OCHOBE OMHOTO M3 OCHOBHBIX MEXaHM3MOB pea-
Jm3any NO-3aBUCUMOro curHaiuura [6, 18—20].

OO0 ob6pa3zoBaHMM OKCHUIA a30Ta PAaCTEHUSIMU CTa-
JIO U3BeCTHO ele B 1970-X I.T., Koraa ¢ MoMOIIIbIO ra-
30BOIt XxpoMmaTorpaduu Obljia BbISIBJIEHA €70 SMUCCHUS
0000BBIMU KYJIBTYpPaMU, TIOABEPTHYTHIMU 0OpabOTKe
reponumnamu [6, 21]. OgHaKo ITyTH ero OMOCUHTE3a
B PACTEHUSIX U3YYEHBI JaJleKO HE MOJHOCTBIO U 10
HACTOSIILIETO BPEMEHU OCTalOTCsI OOBEKTOM TIpU-
CTAJILHOTO BHUMAaHUS W XXapKuX AuUcKyccuii [1, 22,
23]. CommacHO COBpEeMEHHBIM TIIPENCTaBJICHUSIM B
BBICIIIUX PACTeHUSIX (DYHKIMOHUPYIOT IBA TJIaBHBIX
MexaHuzma OumocuHTe3a NO: (1) OKMUCIUTEIbHbINI
VI apTUHWH-3aBUCUMBII IIyTh U (2) BOCCTAaHOBU-
TEJIbHBIM WJIM HUTPAT/HUTPUT-3aBUCUMBIN TTyThb [2,
5, 13, 16]. I1pu sToM 06Ga MyTH HOCAT CIOXKHBIA KOM-
IJIeKCHbIA XapakTtep. [ToaTomy naHHast paboTa 1ocBsi-
IIIeHA AeTaJIbHOMY aHaJIN3y COBPEMEHHBIX JIUTEpaTyp-
HbBIX JAHHBIX O MEXaHU3MaxX 00pa30BaHUsI OKCHIA a30Ta
B PacTeHUsIX, KOTOPbIE PEaJIM3YIOTCSl B XOIE€ MHOXKe-
CTBEHHBIX OKUCIUTEIbHO-BOCCTAHOBUTEIBHBIX Mpe-
BpallleHUI pa3IMYHbIX CyOCTPATOB C yyaCTUEM pa3-
HOOOpPa3HbIX (hepMEHTHBIX CUCTEM.

1. OKNCIUTEJIIbHBIE MEXAHN3MBbI
OBPA3OBAHHA NO

OKucIUTeNbHbIE MyTU OMOCUHTE3a OKCHIA a30Ta
CBSI3aHbI C IIPOLIECCOM OKUCIIeHMs1 L-aprunuHa B
MPUCYTCTBUU KUCJIOPOIA, TP KOTOPOM ITPOUCXOIUT

oOpa3zoBaHUEe LUTPYUIMHA U BbIcBOOOXAeHUe NO
(puc. 1). Peakiust mpoTekaeT B ABa 3Tara; M3Ha4aJIbHO
L-aprunuH npeo6pasyercst B N-rugpokcu-L-apru-
HYH, KOTOPBI 3aTeM MpeBpallaeTcsl B IATPYJJIMH C
BeicBoOOXneHneM NO. IIpu aToMm aTom a3ora o6pa-
gyrouieiicsa MojeKyabl NO MpoucXoauT U3 TyaHUIr-
HOBO1 Tpyniibl L-apruHuHa, a aToM Krcjiopojaa — 13
Y4aCTBYIOIIEH B peaklMu MOJEKYJIbl Kucjioponaa |[5,
6, 8, 12, 20, 24].

Peaknusi xopoiio u3yyeHa Ha NpUMepe XKUBOT-
HbIX, ¥ KOTOPbIX OHa KaTajlu3upyeTcsl cnienuduye-
ckumu  depmeHtramu  NO-cuHTazamu  (NOSs,
K® 1.14.13.39) [6, 12, 24]. Y MIIEKOIIUTAIOITNX 1 Y€JIO-
BeKa ornmcaHbl Tpu ndodopmbl NO-cuHTa3: NOS1 —
HelipoHHast (nNOS, neuronal NOS); NOS2 — unny-
mubenbHasa man MakpodaraiabHasa (iNOS, inducible
NOS); NOS3 — sunorenmmanpHas (eNOS, endotheli-
al NOS), konupyemble TpeMsi pa3HbIMU FreHaMu. [1pu
stoM NOS1 n NOS3 xapakTepus3yioTcsi KOHCTUTY-
TUBHO 3Kcripeccueii, Torna kak NOS2 orimnuaercs
WHAYyLIUPYEMOI aKTUBHOCTBIO, HA YTO YKa3bIBaeT ca-
MO Ha3BaHMe maHHOI m3odopmbel pepmerTta. iNOS
obpasyercs npu MHGUIIMPOBAHNU OpraHU3Ma, U ero
OCHOBHbIE€ (DyHKIIUU CBSI3aHBI C yYaCTUEM B 3allUT-
HBIX UMMYHHBIX peakiusix. Bce mzodpopmer NOS 06-
JIaIaloT CXOOHBIM CTPOEHUEM, TPOSIBIsASA (HDYHKIIUO-
HaJIbHYI0 aKTUBHOCTb B roMoauMepHoit ¢opme. B
KaXJI0i MOHOMEPHOI CyObeIMHUIIE TPUCYTCTBYIOT
nBa nomeHa: (1) — penykraszubiii waiu NAD(P)H-
FAD-FMN-gomeH, pacnojioxeHHbiii B C-TepMu-
HaJIbHOI oOnactu; (2) — oKcureHa3HbIi mim Fe-
Heme-gomeH, pacmonoxkeHHBIN B N-TepMHUHaJIbHOMN
00J1aCTH MOJIEKYJIbI, COAEPKAIIMI CAThI CBSI3bIBAHUS
rema terparuapoouonrtepuHa (THB,) u L-aprununa.
Mexay penykTa3HbIM U OKCUT€Ha3HbIM AOMEHaMU
pacnionoxeH KajibMonyauH (CaM)-CBsI3bIBAIOLINIA
Y4acCTOK, BBITIOJIHSIIOIIMI Ba>KHYIO POJIb B pETYIsSLINN
akTnBHOCcTU (pepMeHTa. B xome NOS-karanmsupye-
MbIX peakiuit NO cuHTe3upyeTcs MpU OKMUCIEHUU
aToMa a3oTa ryaHuJIMHOBOTO paaukaia B cocraBe L-ap-
TMHUHA C UCIIOJb30BaHUEM 3JIEKTPOHOB, TMPENOCTaB-
JISIEMBIX YHUBEPCAJIbHBIM KJIETOYHBIM BOCCTAaHOBUTE-
sem NAD(P)H u TpaHcriopTipyeMBIX U3 peIyKTa3HOTO
B OKCUT€Ha3HbIN JOMEH [6, 12, 24, 25].
®U3UOJNOTUSI PACTEHUI Ne 4
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MHorouyrciaeHHbIE 3KCIIEpUMEHTaJIbHbIE HaH-
HbIe, B KOTOpbIX 00pazoBaHre NO aHaIM31MPOBaoCh
10 IPOAYKILINY HUTPYJUIMHA, a TAKXKE YTHETEHHUE €T0
CHHTEe3a B PaCTeHUSIX IPU UCIIOIb30BaHNY MHTMONTO-
poB NOS-aKTUBHOCTU MJICKOITUTAIONINX, TTO3BOJISIIOT
MPEIoJIaraTb BO3MOXHOCTh peain3aliii apriHUH-3a-
BrcMoro 1yt reHepamuu NO B pacrenusx [13, 15,
20, 22]. OmHako ¢depmeHTHI, ToMoaorndHeie NOS
MJICKONUTAIOIINX B BBICIIMX pPAacTCHUSIX II0OKA HE
WICHTU(PUILIMPOBAHEI, O YeM CBUIETEIbCTBYIOT JaH-
HbIe KPYITHOMACIITA0OHOTO CKPUHUHTA 00JIe€ ThICSYM
MMPOCEKBEHNPOBAHHBIX PACTUTEIBHBIX TCHOMOB [ 12, 26].
Cpenn poTtocmHTE3UpYIOMNX opraHn3MoB NOS-mo-
JIOOHBIE MOCJIeT0BATEIbHOCTU BBISIBJIEHBI Y 15 oqHO-
KJIETOYHBIX BOIOPOCeil, BKItouast Ostreococcus tauri,
IIJISI KOTOPOIi paHee ObLIO IPOAEMOHCTPUPOBAHO Ha-
Jaure pyHKInoHanbHO akTuBHOTO NOS (hbepMmeHTa,
oonamaromero 45% romosorueit ¢ NOS-nocnenosa-
TETBHOCTIMM MJIeKonuTaromux [13, 25—27]. OnHo-
KJIETOYHbIE 3eJeHble Bomopociau pona Ostreococcus
SIBJISTIOTCS MEJIbYaMIIIMMU HBIHE KUBYLLIMMU 3yKapU-
OTHMYECKMMM OpraHu3MaMM, OTACIUBIINMMUCS OT 00-
IIIETO C BBICIIMMMU PACTEHUSIMU MpeaKa B CaMOCTOSI-
TEJIbHYIO (DMJIOT€HETUYECKYIO TpYIIly Ha paHHUX
aramnax pa3Butus. CyllecTByeT MHEHUE, UTO B XOJe
9BOJIIOIIMU C BBIXOAOM Ha CYIIY y 3€JI€HbIX pacTeHUN
IIpoM30Iliia yTpaTa TeHoB, MogoOHBIX NOS reHam
MiIekonurapmux [12, 27]. Bmecre ¢ TeM B MHOTo4mc-
JIEHHBIX BKCIIEPUMEHTAJIBHBIX paboTax OBbLIO YEeTKO
MIPOJIEMOHCTPUPOBAHO, YTO MCIOJIb30BaHEC MWHTUOM-
TopoB NO-CcHHTAa3 XXMBOTHBIX IJIsI 00pabOTKM pa3HBIX
BUJIOB BBICIIMX PACTEHUI MPUBOAMIO K YTHETCHUIO B
Hux nponykimyu NO 1 CBSI3aHHBIX C HUM OMOJIOTHYE-
ckux a¢dekroB [4, 15, 22]. Ha ocHoBaHMM 3THX TaHHBIX
ObuTa BBIABMHYTA TMIIOTE€3a O CYIIECTBOBAHUM HEKMX
PACTUTEJIBHBIX MOJIUIICITUIOB, 00IaJaloNINX OKUCII-
TEIbHO-BOCCTAHOBUTEJIBHBIMM IOMEHAMU, CITOCOOHBI-
MU OOBEAMHSATHCS B €AUMHbBIN (DepMEHTAaTUBHBIN KOM-
IUICKC, KATAJIM3UPYIOIINIT apTUHUH-3aBUCUMBbIE peaK-
muu oopa3zoBaHusa NO B Beiciux pacteHusx [20, 27].
Takum oOGpa3oMm, Ha CEeTOMHSIIIHUI NEHb Mepen Nc-
cJiefoBaTe/IIMUA CTOUT 3ajada UACHTU(PUIIMPOBAaTh B
Ha3eMHBIX PACTeHUSIX clenuduieckmue (GpepMeHTHI,
KaTaJu3upyIollre OKMCIEHUEe aprTMHHA C 00pa3oBa-
HueM L-uuTpyaauHa u BeicBoOOXIeHueM NO [23,
26, 28, 29].

IMomuamunsr (PAs, polyamines). M3BecTHO, 4TO
apTMHUH SBJISIETCS CcyOcTpatoM [UIsi OMOCHHTE3a
CepMUHA U CTIEpMUIMHA, TIPUHAIJIeXAIIUX K Bellle-
cTBaM Kjacca rmoamuaMuHOB [2, 20]. Ucnionbp3oBanue
JIBYX MYTaHTHBIX MO apTuHasze JUHUKN Arabidopsis
thaliana ¢ TIOBBIIIIEHHOI SKCIPECCUE WIN, HAIIPO-
TUB, C BBIKJIIOUEHHBIM T€HOM apruHasbl IokKasaio,
yto npoaykuuss NO B 3TUX pacTeHUSIX 3aBUCUT OT
JIOCTYIMHOCTY apruHuHa. [1pu aToM neuuTHBIE 110
aprMHUHY PpacTeHUSsl XapaKTepU30BAIUCh MOHVKEH -
HBIM YpoBHeM IpoayKuuu NO, KoTopast BOCCTaHaB-
JIMBaJIach I1ociie 00pabotku criepMuHoM [30]. DK30-
reHHast 00paboTKa pacTteHmit A. thaliana ciepMruHOM
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YUTY CIIEPMUIMHOM IPUBOAMIIA K ITOBBIIIIEHHOM IIPO-
aykuuu NO B KOHUMKaxX KOpHEl U B COCYOUCTBIX
TKaHSX TUCThEB 00pabOTaHHBIX MOJMAMUHAMU IIPO-
pocTkoB [2, 31]. OmHako mociaemoBaTeIbHOCTh peak-
LU, TIpU KOTOPBIX MpoucxomuT omocuHTe NO u3
MMOJIMaMUHOB, TI0OKA He ycTaHoBjeHa. [Ipenmoiaraer-
Csl, UTO JaHHBIM Mpolecc IIpoTeKaeT ¢ yaactuem Cu-
aMMHOOKCHUIA3bl, ITOCKOJBKY MyTaHTBl A. thaliana
CuAO1 xapakTepu3oBajJMChb HapyllleHUEeM CUHTe3a
NO B orBeT Ha 06paboTky PAs [13, 27, 32].

Inapokcumaamun (HA, hydroxylamine). Tor ¢axkr,
YTO B OaKTEepHaIbHbBIX 1 KUBOTHBIX KJIETKAX IIPOMCXO-
IUT H3UMaTtndecKas rpoaykiyss NO u3 ruapoKCHI-
amuHa (HA), HaBogUT Ha MBICJIb, YTO 3TO COSAMHEHUE
MOXET CIIY)KUTh OOHUM M3 MCTOYHUKOB OMOCHHTE3a
OKcma a3oTa B pacteHusx [2, 33, 34]. Harmpumep, B
HuTpuduLmpylomux cakrepusx HA-zaBucumMoe 00-
pazoBaHue NO MOXET NpOTeKaTh C ydacTUEM THI-
pokcmnamMuHopenykrTassl [35]. [TokazaHo Takke, 9TO
NO MmoxeT BeIcBOOOXAaThCsl 13 HA npu nx B3auMo-
IeCTBHUU ¢ cynepokcumoM [36]. boiee Toro, omHUM
W3 IIPOM3BOIHBIX TMAPOKCIIIAMIUHA sSIBIsieTcs L-rum-
POKCUApTUHUH, BBICTYNAIOLIMI B Ka4eCTBE MHTEP-
MeauaTa B peaKlMu IpeBpaleHus L-apruHuHa mo
OUTPYINHA, TpoTeKarolleil ¢ BeicBoOoKIeHneM NO
[2, 37]. B monw3y yuyactust HA B oopazoBanuu NO B
pacTUTENILHBIX OpTaHM3Max CIy:XaT JTaHHbIC, ITOJIy-
YeHHBIE B OIIBITAX C MYTAHTHBIMU JIMHUSIMHM TabaKa
nia30, ne(bUIINTHBIX TI0 HUTPATPEAYKTa3e U He CIIO-
COOHBIX K HUTPUT-3aBUCUMOMY BOCCTAHOBUTEIBHO-
My obpazoBanuio NO. Baecenne HA B cycrieH3MOH-
HYIO KYJIbTYpPY KJIETOK JUHUM nia3() MHAYLIUPOBAJIO
SMUCCUIO OKcHAa a30oTa AC(UIUTHLIMU IO HUTpPa-
TpeayKTa3e KJIETKaMH, O YeM CYIWJIU 110 JaHHBIM Ta-
30-(a3oBoil XxeMumwiItoMuHecueHuuu [33, 34]. Pu-
3uojiorTudeckoe 3HadeHMe npoaykuum NO m3 HA
HE COBCEM MOHSTHO, IIOCKOJIBKY IOKa HE ITOTy4CHBI
HEOIIPOBEPKUMBbIE TOKa3aTeIbCTBA (PYHKIIMOHUPO-
BaHus HA B pactenusx. YcranosieHo, yto NH,OH
SIBJISIETCSI IEPBBIM IIPOAYKTOM OKMCJICHUSI aMMOHMSI.
Kpowme Toro, oopazoBanune HA MoXeT ITpONCXOINTH
¢ ydyactueMm (pepMeHTa S-HUTPO3OTIIYyTaTUOH PEAyK-
ta3el (GSNOR), urpaloieit ICKIIIOUUTEIBHYIO POJIb
B IOAAEP>KAaHMM TOMEOCTa3a S-HUTPO30LIyTaTMOHA
(GSNO), ¢pyHKUIMOHHMPYIOILIETO0 B Ka4eCTBE OCHOB-
Horo pe3epByapa NO B XUBBIX OpraHM3Max, BKIIIO-
yag pacteHus [1, 2].

2. BOCCTAHOBUTEJIbHbIE
ITYTH OBPA3OBAHUA NO

BoccranosurensHBIe yTH OMocuHTe3a NO (HUT-
paT/HUTPUT-3aBUCUMBIE ITyTH) CBSI3aHbI C peaKlUsIMU
HUTpaT/HUTPUTPEIYKILINU, KOTOPbIE MOTYT MPOTEKAThH
CITOHTAHHO 0e3 yJacTusl cnennuieckKnx GepMeHTOB,
JINOO OCYILECTBISATHCS C y4acTreM (DEPMEHTOB, IIPOSIB-
JISTIOIIUX HUTPUTPEAYKTA3HYIO0 AKTUBHOCTD, KATATU3U -
pyrolmx BocctaHoBiaeHre Hurpura 10 NO [2, 5, 22].
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Puc. 2. CtpyKkTypa aKTUBHBIX CAaliTOB paCTUTEIbHBIX MO-
JIMOIO3H3UMOB: (a) — CTPOCHKE TeTePOLMKIIa ITMPaHOIITe-
puHa (MoubnonTepruHa); (6) — CTpyKTypa MOJINOICHOBBIX
LIEHTPOB IBYX CEMEMCTB PACTUTEIIbHBIX MOJIMOTOSH3UMOB.

HedepMeHTaTMBHOEC HUTPUT-3aBUCUMOE 00pa30Ba-
Hre NO OBUIO BBISIBJIEHO B alloIllacTe aJelipOHOBOTO
CJ10sI TUYMEHSI, KOTOPOE OCYIIECTBIISIOCH B YCIIOBUSIX
HU3KMX 3HaUeHUT pH cpelibl ¥ BEICOKUX KOHIIECHTPA-
usax Hutpata [22, 38, 39]. Ora peakiius Obljia Oy~
CcaHa ¢ MTOMOIIIbIO YPaBHEHMUSI:

2NO, +2H" <> 2HNO, >
<> NO + NO; + H,0 <> NO +1/20 + H,0.

IMpucyrcrBrue penyuMpyOIINX areHTOB, TaKMX Kak
aCKOpOMHOBAas KHUCJI0Ta WJIX HEKOTOPHIX (PEHOJTBHBIX
COEMMHEHNI CITOCOOCTBYET YCUIIEHUIO HedepMeHTa-
TuBHOU TIpoayKuuu NO. BplJIO BRIIBUHYTO IpPENIo-
JIOKEeHME, YTO IIpOoayLupyeMblil B aroruiacte NO Bo-
BJIEKAETCSI B PETYJISILMIO IIpollecca MpopacTaHUsI ce-
MsH [39].

DdepMeHTaTUBHBIC MPOLIECCHl BOCCTAHOBUTEILHOTO
o6pazoBaHust NO MOTyT MpOTEKaTh B MUTOXOHIPYSIX C
y4acTHEeM KOMITOHEHTOB MUWTOXOHIPUAIBHON 3JIeK-
TpoH-TpaHcIiopTHOM Henu (MOTLI), a Takke B XJ10pO-
IUTaCTax, MepOKCHUCOMAaX U B LIMTOILIA3ME PACTUTEb-
Hoit kireTkm [23, 40]. I1pn 3TOM BaXkHYIO pOJIb B HUT -
pUT-3aBUCUMOI1 MPOAYKIIMU OKCHUAA a30Ta WUTparoT
MombGAeHcoaepXalue GepMeHThI, K YUCIY KOTO-
PBIX, B YACTHOCTH, MPUHAIJICKUT HUTpATPEOyKTa3a
[41, 42]. Ee ocHOBHBIE (DYHKIIMU CBSI3aHBI C TIPOIIEC-
COM BOCCTaHOBJIEHUS HUTPATa A0 HUTPUTA B XOJE pe-
aKuuit accuMmwIsinum azora. KpoMme Toro, oHa cro-
CcOOHa MPOSIBJISITh HUTPUTPEAYKTA3HYIO aKTUBHOCTD
B YCJIOBUSIX TUIIOKCUHY U TIOHVXXKEHHBIX 3HaYeHuit pH
cpensl [2, 5, 13, 22].

2. 1. Poab moaubdencodepiicaujux 3H3UM0O8
6 soccmanogumenvHom oopazosanuu NO

MHoro4uciaeHHbBIE 3KCIIEpUMEHTAJIbHbIE TaHHbIE
YKa3bIBAIOT HA TO, YTO JOMUHUPYIOIIMMU B PaCTEHU -
SIX SIBJISIFOTCSI BOCCTaHOBUTEJIbHbIE MyTU 0Opa3oBa-
HUSI OKCHAA a30Ta C y4acTUEM MOJMOIOSH3MMOB,
IJIST KOTOPBIX OCHOBHBIM CyOCTpaTOM IS TIPOIYK-
1 NO cTaHOBUTCS HUTPUT. AKKYMYJISILIUSI HUTPU-
Ta B PacTCHUSIX MOXKET MPOUCXOOUTH B Pe3yJIbTaTe
€ro IIOIJIOIIeHUS U3 Mo4YBbl. OJHAKO ero Impeodiaga-
ol1Iee KOJMYECTBO 00pa3yeTcsl B X0/ie peaKiuu BOC-
CTaHOBJICHUSI HUTPATa C y9aCTUEeM aCCUMIISITOPHOM
Hutpatpeayktazbl NR (Nitrate Reductase; K®
1.7.1.1), mpuHamiexaieil K Kjaaccy pacCTUTEIbHBIX
MOJIMODO3H3UMOB, OOBEAMHSIONIETO0 BCEro IISITh
depmenTOB [41—43]. Hapsaoy ¢ HUTpaTpeayKTa3oi
B COCTaB KJjlacCca MOJIMOAOZH3MMOB BXOASIT aMUI0K-
CUMpenyKTa3a WM MUTOXOHIPUATbLHEBIN aMUIOKCUM
penyuupytomuii komnoHeHT mARC (mitochondrial
Amidoxime Reducing Component), KCAaHTUHOKCHU -
mopenykraza XOR (xanthine oxidoreductase, K®
1.17.3.2), anpoerunokcuaa3a AO (aldehyde oxidase,
K® 1.2.3.1) u cynsputokcumaza SO (sulfite oxidase,
K® 1.8.3.1). Moamba03H3MMEI BEITIOIHSIIOT B pacTe-
HUSX CBOM crieninprdecKre PYHKIINN 1 BMECTE C TEM
00J1agaI0T MOTEHIMAIBLHONM CITOCOOHOCTBIO KaTaau3U-
pOBaTh PEAKIINIO OMHO3ICKTPOHHOIO BOCCTAHOBJICHUS
autpuTa 10 NO, B CBSI3M ¢ YeM 3TH (pepMEHTHI ITPEIIO-
>KEHO OOBEIVMHUTD B CAMOCTOSITEIBHOE CEMENCTBO, IS
0003HAaYCHMsI KOTOPOIO B JIUTEpAType IIpemIaracTcst
TepMmuH “Hecrienmdndeckrie NO-dopMupyromme HUT-
putpenykrasbr” [41, 44].

MomoaeHoBblii KodakTop. OTIIMUUTETBLHBIM CTPYK-
TYPHBIM IIPU3HAKOM, 00YC/IaBIMBAIOIIIM HUTPUT-BOC-
craHapiBapIryo NO-00pa3ylollylo aKTUBHOCTb Y-
KapMOTUYECKUX MOJIMOIO3H3UMOB, SIBJISIETCS HAJIMUWE
B MX COCTaBe CHELM(PUUISCKOIO MOJIMOIEHOBOIO KO-
¢dakTopa Moco. OH xapakTepu3yeTcsl YHUKAJIbHOI
4-rpaHHOM ITMpaMUIATBHON CTPYKTYpOIi, 00pa3oBa-
HIUE KOTOPOii 00YCIOBIIEHO CBSI3bIBAHMEM aTOMa MO-
JIMOIeHa C TeTePOLIMKIIOM ITMPAaHOIITEpUHOM (pHuC. 2).
A B 3aBUCHMOCTH OT TOTO, KaKuM oOpa3zoM Moco
CBSI3BIBAETCSI C OEJIKOBOI YaCThIO, ObLIO IPEAI0KEHO
KJIaCCU(UIIMPOBATh MOJIMOI09H3MMBI Ha 2 TPYIIIHL:
(1) cemeiictBo SO, BKIIOUamwIlee Tpu (pepMeHTa:
NR, SO, ARC u (2) cemeiictBo XO, 00beAUHSIONICE
nmBa npyrux MomuomosH3nMa: XOR 1 AO. ¥V wieHoB
cemeirictBa SO mpucoenmHeHne Moco K OeJIKOBOM
yacTu (hepMEeHTa OCYILIECTBIISIETCS ITOCPEACTBOM KO-
BaJICHTHOI CBSI3U 4epe3 THOJIOBYIO TPYMITy OCTaTKa
HucTenHa, Torna Kak B coctaBe XOR 1 AO cBs3bIBa-
HUe Moco ¢ 0eIKOM IIPOUCXOIUT C Y4acTHUEM Heop-
raHUYECKOTO aTtoMa cephl (puc. 2) [41, 42, 45].

B 4-rpaHHOii mupaMuaanbHON CTPYKType BcCeX
Moco aToM MoIMOIeHa 00pa3yeT ITSITh KOOPIMHAIIN -
OHHBIX CcBa3eit: (1) ¢ omHOI anmMKaabHOW OKCOTPYII-
noii; (2—3) AByMsI aToMaMU CEPBI TeTepPOLIKIIa T~
paHornTepuHa; (4) ¢ aTOMOM KHMCJIOPOAa JaOMIbHOM
®U3UOJIOTU PACTEHUN

TOM 69 Ne 4 2022
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Puc. 3. Cxema O6paSOBaHI/I$I OKCHIa a3oTa B X04¢ pCaKLIPIfI aCCUMWJIALINU a30Ta.

OH/H—rpymmesr; (5) ¢ aToMOM cephl, KMCJIOpOoAa Wi
ceJieHa B 3aBUCUMMOCTH OT TUIa pepMeHTa (puc. 2).
Tak, B akTUBHOM LieHTpe (hepMeHTOB ceMelicTBa XO
aToM MOJIMOAEeHA KOOPAMHUPYETCS ONHOMN anuKaIbHOM
OKCOTPYIITOi, IBYyMSI aTOMaMU Cepbl MUPAHOINTEPUHA,
onHoit nabwibHoit OH/H—rpynmnoit u ogHoii TepMu-
HaJIbHOI OKCO-, Cy/lb(O- WM CEIeHO-TPYNIon. AK-
TUBHBII CaiT Tpex APYrMX MOaMOno3H3MMoB NR,
ARC, SO, npuHamiexamux K cemeiictey SO, nmeer
aHaJIOTUYHOE CTPOEHME C €TMHCTBEHHBIM Pa3iniu-
€M 110 MECTY TEPMUHAJIbHOM TPyIbl, [J€ aTOM MO-
JubaeHa B coctaBe Moco 3TUX (hepMEHTOB 0Opasyer
TUOJIOBYIO CBSI3b C KOHCEPBAaTUBHBIM OCTAaTKOM IIU-
CTE€WHa, CBS3bIBAIOLILYIO0 KODAKTOpP C NMEeNTUIHON Ya-
CThlO AH3UMa [41, 42].

OIHUM M3 TUIIOB KaTtaau3upyeMbix Moco peak-
LIMI SIBJISIETCS OTHSTHE aToMa KUCJIopoaa OT CyO-
cTpaTa ¢ 00pa3oBaHUEM BOJIbl M TPOAYKTa PEAKIIUU C
HCITOJIb30BAaHUEM 3JIEKTPOHOB BOCCTaHOBJIEHHOTO
aroma Mo (+1V). I1pu 3ToM cTeneHb ero OKMCICHUS
OUKIMIHO MeHsieTcs oT +1V mo +VI [41]. Jlanusbrit
MPOLIECC XOPOIIIO U3YUYEH IS peaKIIMU BOCCTaHOBJIE-
HUST HUTpaTta A0 HUTpUTa, Kartajiusupyemoro NR
(YpaBHeHue 1).

(1) ONO; +2¢ + 2H" — NO; + H,0,
(2)NO; +¢ +H" — NO+ %HZO.

AHAJIOTUYHBIA TUN peaKlK JEKUT B OCHOBE IIPO-
1ecca HUTpurt-3aBucumoit nponykiuu NO (YpaBHe-
Hue 2) [41, 42, 46].

2.1.1. Poab numpampedykmas3wt 6 6uocunmesze NO

AccumuiisitopHas Hutparpeaykraza (NR — Ni-
trate reductase; EC 1.7.1.1) asnsietca NAD(P)H-ak-
TUBUPYEeMBIM Moco-comepauM (pepMeHTOM, IITH-
POKO pacipoCTpaHEHHBIM CpeIy pacTeHUil, rpuboB
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U Bomopociei [2, 22, 46]. Y pacteHuil pepMeHT 00-
Hapy>KMBAETCsI KaK B IIUTO30JIbHOM, TaK U B CBSI3aH-
HOI1 ¢ IMTOIUIa3MaTu4YecKoit MeMOpaHoii hopme [28].
OcnHoBHag pyHKIIMSI NR cBgI3aHa ¢ mpolieccoM accu-
MWISIHMKA a30Ta, B KOTOPOM OHa KaTajJu3upyeT
IIEPBYIO CTAINIO — PEAKIINIO IBYX3JIEKTPOHHOIO BOC-

craHoBiieHuss HUTpata (NO;) no Hutputa (NO,).
Janee HUTPUT C y4aCTUEM IPYroro KitoyeBoro dep-
MEHTa a30THOro 0OMeHa aCCUMUIISITOPHOM HUTPUT-
penykTtasbl (NiR) BoccTraHaBimmBaeTcss 10 aMMOHMUS,
HeoOXOAUMOTO IJIsl MOCJIeIYIOIIEeTOo CUHTE3a aMUHO-
KHCJIOT. BMecTe ¢ TeM IToKa3aHO, YTO HUTPUT C yda-
ctueM NR Moxer ObITh BoccTaHOBJIeH 10 NO npu
OIIHOBJIEKTPOHHOM TPaHCIIOPTE JICKTPOHOB (pHC. 3).
Peakiio BocctaHoBiaeHuss Hutputa 10 NO ¢ yda-
ctrueM NR MOXXHO mpencTaBUTh B CASIYIOIIEM BUJIC:

NAD(P)H +3H;0" +2NO™ —
— NAD(P)" +2NO + 5H,0.

CriocooHocTh pactutenbHoii NR BoccranaBmm-
BaTh HUTPUT 10 NO npuHsATO 0003HaYaTh TEPMUHOM
“autput : NO-penykTazHas aktuBHOCTh” wi Ni—NR
[2, 22, 46]. B Hactosuiee BpeMst NR-3aBucUMBI
MyTh paccMaTpUBAeTCsl B KaueCTBE OJHOIO U3 IJIaB-
HBIX MEXaHM3MOB 00pa30BaHUS OKCHIA a30Ta B pac-
teHnsx. OgHako poab NR B mponykumu NO pactu-
TEJIbHBIMU KJIETKAMM CBSI3aHA HE TOJIBKO C TIPSIMBIM
€€ yJ4acTHeM B IIPOoIeCcce OMHOIIEKTPOHHOIO BOCCTa-
HoBJieHUsT HUTpUTa 10 NO, a TakKe ¢ TPOAYyKIINCH
CcaMOro HUTPMUTA, BBICTYMAIOIIET0 B KayecTBe CyO-
cTpaTta IJisi IpyTuX (GepMEeHTOB, KaTaJu3UPYIOLINX
peaxkumio HuTputpenykunn 10 NO. Kpome Toro, NR
MOXET OCYIIECTBISITh Ilepeaadyy »3JIEKTPOHOB OT
NAD(P)H na Mmonmu6mosn3um mARC, KoTopblit Ka-
TaIU3UpPyEeT BOCCTAHOBJIEHUE HUTpUTA ¢ 0Opa3oBa-
HueM NO, Kak 3To ObUIO IIPOJEMOHCTPUPOBAHO Ha
MogebHoM Bogopociu Chlamydomonas reinhardtii [22,
47, 48]. BaxxHO ITOTYEpKHYTh, YTO HUTpATPEeAyKTa3a
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Puc. 4. CxemaTnyeckoe n3obpaxkeHrue TOMEHHOI CTPYKTYpPbl MOHOMEPHOI cyObenuHUIlbl HUTpaTpeaykrasbl (NR). duryp-
HBIMU CKOOKaMHM cBepXy 0003HaueHbI Tpu foMeHa (Moco-; Heme- u FAD-gomMensr). CTpekaMu OTMEYE€HO HarpaBJIeHUE MO~

TOKa 3J1eKTpoHOB oT FAD-noMeHna Ha Moco-IoMeH.

BOBJIEKACTCSI TaKKe B MPOLECC YTWIM3ALNKU OKCUIA
asoTa M IMoAJepKaHHe ero roMeocTasa B paCTeHUSIX,
MOCKOJILKY OHA CIIOCOOHA TepeIaBaTh JIEKTPOHLI OT
NAD(P)H na remornmooun THB1, karanusupytoiie-
ro peakiMio ABYX3JIEKTPOHHOTO mpeBpanieHuss NO
o Hutpara [27, 47].

TpexmepHast MoJieIb HUTpaTPeayKTa3bl, XapaKTe-
pusyomasicss MYJIbTUIOMEHHBIM CTPOCHUEM, ObLIa
npenjioxeHa emle B KoHie 1990-x r.r. [49]. BmecTe ¢
TeM 3a MMOCJIeIHUE ABa AeCATUICTHSI ObLIN BhISIBJIICHBI
HOBEIE JIeTaJIi CTpoeHUs U pyHKIMoHupoBaHus NR
[44, 46]. DepMeHT NPOSIBIISIET KATAIMTUYECKYIO AKTUB-
HOCTb, Oyoy4Md B TOMOIMMEpPHOI (popme, oOpa3oBaH-
HOM M3 MOHOMEPHBIX CYOBCOIUHUIL C MOJIEKYJIIPHOM
Maccoii okosino 100—110 x/1a, TTocTpoeHHBIX TTPUOI3T -
teapHO U3 900 octatkoB. B Kaxmoil u3 cyobemuHMIL
OPUCYTCTBYET 3 MIpocTeTudeckue rpymnmbl: (1) Mo-
JMOaeHOBBII KodakTop i Moco (molybdenum co-
factor), Bxonsuuii B coctaB Moco-gomeHa; (2) uu-
TOXpoM b5 TwuIla, comepXamluili IeMOBOE 3KeJIe30
(Heme-momen) u (3) FAD-kodakTop, KOTOPHIii ITpn
B3aMMOJECHCTBUM C YHUBEPCAIbHBIM KJIETOUHBIM
BocctaHoButeneM NAD(P)H dopmupyer FAD-no-
MmeH (puc. 4). JJloMeHbl CoOemMHEHBI MEXIY CO0O0 C
MOMOILbIO TMOKUX IIAPHUPHBIX YYAaCTKOB, 0003Ha-
yeHHbIX Kak Hingl u Hing2. IlepBblil lIapHUPHBII
yygactok Hingl pacrionoxken mexxamy Moco- m Heme-
JOMEHaMH U TIpeACTaBJsIeT co00ii HEKOHCEepBaTUB-
HbIi aMUHOKHUCIOTHBIHN (hparMeHT, Urpalolnii Bax-
HYIO POJIb B PETY/ISILIMY KATAIUTUIECKON aKTUBHOCTU
NR, o0ycnosiaeHHYI0 hochopriImpoBaHUEM IO OCTaT -
Ky cepuHa. Bropoii mapHupHblii yyactok Hing2 co-
ennasgeT Heme- m FAD- nomensr. C60opka roMoan-
MepHoii (opmMbl NR ocyiecTBiisieTcss ¢ ITOMOIIbIO
caiiTa JMMEpH3allid MOHOMEPOB, BXOJISIIETO B CO-
ctaB Moco-nomeHa (puc. 3) [46, 49].

H3BecTHO, 4TO MexXay KodaKTopaMu (GhepMEeHT-
HBIX MOJIEKYJ, O0JIamaoIIX pa3sHBIMUA 3HAYCHUSIMU
OKUCJIUTEJIbHO-BOCCTAHOBUTENBHBIX  ITOTEHIIUATIOB
(OBII), popMupyeTcst 37€KTPOH TPAHCIIOPTHAS 1IETIb,
TIPHY 3TOM Tiepenada 3J1eKTPOHOB IIPOMCXOIUT OT ITe-

peHocuuKka ¢ MeHbIIuM 3HadeHueM OBII k mepe-
HOCYHUKY ¢ 00abIIM ero 3HadeHMeM [50]. OCHOBBI-
Basich Ha 3HaueHUsIX OBII 0151 KopakTOpPOB B cocTa-
Be NR, Obu10 chejlaHO 3akJIOUYE€HHE, UYTO BHYTPU
KaXa0i U3 CyOBeIMHMIL OCYIIECTBIISIETCS HUCXOISI-
LI1Ii TOK 37eKTpoHOB oT FAD- (~ —280 MB), k Heme-
pomeny (~ —160 mB), u 3arem Ha Moco (~ 0 MB). Ta-
KuM obpaszoM, NR pyHKIIMOHMpYEeT KaK MUHHUATIOP-
Has 3JIEKTPOH-TPAHCIOPTHAS 1IeTh, OCYIIECTBIISIO-
masi nepeHoc snekrpoHoB oT NAD(P)H, kxoropsie
nocienoBaTesibHO TepenaroTcs uepe3 FAD- 1 Heme-
Ha aToM MoJjiibJieHa B cocTaBe Moco, IIpu 3TOM CTe-
neHb okuciaeHusi Mo mensiercsa ¢ (+VI) mo (+1IV).
Hanee 37eKTpOHBI MUCIIONB3YIOTCS JIJIsI BOCCTAHOBIIC-
HUS HUTPATAa, a B peakli 00pa3oBaHUs OKCHUIA a30Ta
MPOMCXOAUT BOCCTAHOBJICHUE HUTpUTa [43, 46, 48, 49].

Brepsbie yuactue NR B peakliui HUTPUTPEIYK-
1mn ¢ oopazoBanreM NO OBLIO YCITEIITHO TPOAEMOH-
CTPUPOBAHO y MpeICTaBUTEIICH ceMeiicTBa 6000BBIX
[51]. B mocnenyioiieM ee poiab B NO-nipogyKIuu ObI-
Jia BBISIBJIEHA U Y IPYTUX BUAOB PACTEHUM, BKIIOYasi
meHuny [52], A. thaliana [53—55], Tomar [56], KyKy-
py3y [57]. NO-o6pa3yiomiasi criocOOHOCTh HUTpaTpe-
IyKTa3bl BeCbMa HEeBBICOKA 1 COCTaBIIsIeT He 6omee 1%
CyYMMapHOI aKTUBHOCTHU (pepMeHTa B HOPMaJIbHBIX
YCJIOBUSIX MPOU3PACTAHUS U 3aBUCUT OT psifa pakTo-
pOB, B YACTHOCTU OT COOTHOIIIEHUS] KOHLEHTPpALUA
HUTPAT- U HUTPUT-UOHOB, TIPUCYTCTBUEM KUCJIOPO-
Ila U 3HadeHrueM pH cpenbl, MOCT-TpaHCISIIIMOHHBI-
Mu Moaudukauusmu depmeHta. CponctBo NR Kk
Hutpary (NO;) CyllleCTBEHHO BBILIE, Y4EM K HUTPUTY
(NO,) u onpenensiercs 3HaueHueM Ky, Koropoe co-
crapisier 10 m 100 MKM 11t HUTpaT- U HUTPUT-
WOHOB, COOTBeTCTBeHHO. Kpome Toro, cpoactBo NR
K HUTPUTY (Kyipirie = 100 MKM) NpeBBILIaET BETUYM-
HY KOHCTaHTbl UHrubupoBaHust HUTpaTa (Kijae =
= 50 MxM) u, cinegoBaresibHO, oopa3zoBanue NO 3a-
BUCHUT OT HakoruieHus Hutputa [2]. IIpuBeneHHBIE
KUHETUYECKUE TMapaMeTpbl OOBSICHSIOT TOT (PaxT,
y10 Ni-NR aKTMBHOCTH MOBBIIIAETCS TPU YMEHBIIIES-
®U3UOJIOTU PACTEHUN Ne 4
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HUY KoHLIeHTparu NO; 1 yBeTMUeHNN KOHIIEHTpa-

uuu NO, [2, 22]. BaxHbIM yci0BUEM 151 TIPOSIBIIE-
A Ni-NR aktuBrOCTH s1BsieTcs 3Ha9eHMe pH cpe-
Ibl, MO Mepe CHUXEHHUSI KOTOPOTO MPOUCXOIUT
noseiieHrne NO-o6pasytonieit cmocooHoct NR.

ITpumeuarenbHO, yTO Tipoaykuus NO Tpu Kuc-
JIbIX 3HaUeHus1x pH Bo3pacTaer, BeiencTBue IMojaaB-
JIEHVSI aKTUBHOCTU TUIACTUIHOU ACCUMWISITOPHOU
Hutputpeaykrasbl (NiR), compoBoxnatoieiicss mo-
BBILIIEHNIEM YPOBHS HUTpUTA B KieTKe [2]. UMeroTcs
JIaHHbIE O BJIUSIHUW MOCT-TPAHCISIIMOHHBIX MOJM-
dukanmii 6eakoBoii MoyieKyjabl NR Ha NO-06pa3y-
IOIIyI0 criocoOHOCTh pepmenTa. Dochopunnpona-
HYE€ KOHCEpPBATMBHOTO OCTaTKa CEpMHa B OJIHOM U3
rMOKNX TUHKEPHBIX ydacTKOB NR o0yciiaBiuBaeT ee
B3aMOJIIECTBME ¢ OemkamMu Kiacca 14—3—3, 4to
MPUBOAUT K UHAKTUBALIMY (pepMEHTA C €0 MoCeny-
Iollei MPOTEeOUTUYECKOM nerpanamueii [2]. 3ameHa
KOHCEpPBAaTUBHOIO OcCTaTKa cepuHa Ser-521 Ha ac-
naprat B ctpykType NR tabaka Nicotiana plumbagini-
Jfolia nHnyuupoBajga KOHCTUTYTMBHYIO aKTUBHOCTH
¢depMeHTa, COMPOBOXKAABIIYIOCS MOBBIIIIEHEM KOH-
LIEHTpAllMM HUTPUTA B KIJIETKaX U YyBEJIUYEHUEM
ypoBHs aMuccur NO B OKpyXkarolilylo cpeay TpaHC-
TeHHBIMU JIMHUSIMM 3TOTO BUJIa pacTeHuii [58].

VY npencraBuTesieil pa3HbIX BUOOB PACTEHUIA BbI-
SIBJICHO HaJIM4ue OBYX MM Ooyiee n30(pOpM HUTpAT-
penyKTas, XapaKTepU3yIoIInecst CBoeil crnelimuKoin
B NpOSIBJICHUU (PYHKILMOHAJIBbHOI aKTMBHOCTHU, Ha-
MIpUMep, IIPEUMYIIECTBEHHBIM B3aUMOICHCTBUEM C
NADH nan NADPH, KOHCTUTYTMBHOI MM WHIY-
LpyeMoi akcrpeccueit. B MogenbHOM 00beKkTE Ara-
bidopsis thaliana nneATUPULIMPOBAHO ABE N30(POPMBI
depmenTa NR1 u NR2, komupyemsie renamu Nial n
Nia2. Tot ¢akTt, uyto NR1 npossisier 60jiee BbICO-
kyio Ni-NR akrtuBHOCTh, a NR2 xapakrepusyercs
0OoJiee BBICOKOW HUTpPATPEIYKTAa3HON aKTUBHOCTEHIO,
CBUIETEJBCTBYET O TOM, UTO pa3Hble U30(popMbI hep-
MEHTA BBIMIOIHSIOT CBOU crnenuduiyeckrue QyHKINN
B pacTUTENILHBIX opranm3Max [27]. TpaHcreHHBIC M-
HuM A. thaliana ¢ oBepakcnpeccueii Nial u Nia2 reHoB
M HaKOIUUIEHUEM COOTBETCTBYIOILIMX OEJIKOB XapakTe-
PU30BAIMICh 3HAYNTEJILHBIM ITOBBIIIIEHEM YpOBHSI NO
npoaykuuu [46]. cnonb3oBaHye MyTaHTHBIX JIMHUIA,
neuimTHBIX 110 NR: nial u nia2, a Takke JTBOIHBIX
MYTaHTOB nial/nia2 MpONeMOHCTPUPOBAIO BaXKHYIO
poab pepmeHTa B 6uocuHTe3e NO, HE0OXOOUMOro
IUIST TIOMIEePKAaHWS XU3HEAeITeIbHOCTA pacTeHUIA B
HopMme u ripu ctpecce. [TokazaHo, YTO B HOpMaJIbHBIX
YCJIOBUSIX MPOU3PACTAHUSI OKCUJ a30Ta, IPOAYLIUPY-
eMBblii ¢ yaactueM NR, BoBieKaeTcs B KOHTPOJIMPO-
BaHME IpolieccoB MopdoreHe3a KopHei [59], nunu-
nuanuo neereHust [60], TOPMOHAIBHYIO YYBCTBU-
TEJIbHOCTb, PETryJISIINI0 YCTbUYHBIX IBVDKeHUI [54,
61]. Kpome Toro, NR-3aBucumblii NO BBIITOJHIET
Ba>kHYIO pOJIb B Pa3BUTHUU 3allIMTHBIX peakinii pac-
TEeHUII Npu MHOUOUPOBAHUM IIaTOTEHAMM, W IIPU
BO3JIEMICTBUH CTPECCOBBLIX (DAKTOPOB AOMOTUIECKOTO
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MMPOUCXOXIIECHUS, TAKUX KaK 3acyxa, 3aCOJIEHUE, OC-
MOTUYECKUU M TEeMIIEPATYPHBIA CTpECC, NEUCTBUE
MOHOB TSIXKEJIBIX METAJIIOB [46, 62—65].

2.1.2. Obpaszosarue okcuda azoma
c yuacmuem mARC. Cucmema NR:NOFNiR

o HemaBHero BpemeHu NR paccmarpuBaiach B
KayecTBe MIaBHOro (hepMEeHTAaTMBHOTO HCTOUYHMKA
HUTpUT-3aBUCUMO TIponykKuuu NO B pacTuTesb-
HbIX opraHusMax [47]. Bmecte ¢ Tem yuactue NR B
npotecce oopazoBaHusi NO mMoxeT oOyciaBIMBaThb-
cs ee nuacdopa3HOl aKTUBHOCTbBIO, TO €CTh CIIOCO0-
HOCTBIO OCYIIECTBJISITh TPAHCIIOPT 3JIEKTPOHOB OT
kJjreTouHbIx BoccTaHoButesieit NADH niun NADPH
Ha penykTtasHblii (FAD)- u 3aTeM HUTOXPOMHBI
(Heme)- momeHbl. [lanee 3JIEKTpOHBI B IIpoLiecce
HUTpUT-3aBUCUMOI reHepauuu NO 1epenarorcst Ha
npyroii monuogosH3uM mMARC, KaTaau3upyolmi
peaxkiuio BoccTaHOBJeHUsT HUTputa 10 NO, o0y-
CJIOBJICHHYIO (DYHKLIMOHUpPOBaHUEeM MoCO B cocTaBe
mARC [66].

benxu cemeiictBa mARC ObUIM 0XapaKTepu30BaHbI
Yy IPOKAPUOTUUECKUX U BYKAPUOTUYECKIX OPraH3MOB
M BIEpBBbIE WISHTU(MUIMPOBAHBI Onaromapsi CBOEH
CITOCOOHOCTH in Vitro KaTaJu3upoBaTh IIpeBpalllcHUe
aMUIOKCHMOB B aKTUBHBIE aMUHOMOPMEI [67, 68]. ¥V
yeJIoBeKa MIeHTU(ULIMPOBaHbI ABe n30¢popMbl MARC,
JIOKaJIM30BaHHbIE HAa BHEIIHEW MUTOXOHIPUATBLHOM
MeMOpaHe, ¢ YeM CBSI3aHO HaMMEHOBaHME 3TUX Oel-
KoB. B renome A. thaliana Taxxe TIpUCyTCTBYET IBa
reHa amugokcumpenykrad ARCIu ARC2, Torga Kak 'y
OOHOKJIETOUHOI 3eyneHoii Bomopocau Chlamydomo-
nas reinhardtii BeigBJIeHO Hanuuue onHoro ARC-re-
Ha, a caM OeJIOK MMeeT LIMTOILIa3MaTUIeCKYIO JIOKa-
Jmzanuio [47, 69]. AMUIOKCUMPETYKTa3bl XKUBOTHBIX
1 pacTeHMI MMEIOT MASHTUYHOE CTPOCHUE U IIpell-
CTaBJISTIOT COOOII OCIKM C MOJIEKYJISIDHOM Maccoii
okoJjio 35 k/la. B otiiume ot apyrux MoiamMOI03H31-
MOB, (QYHKIMOHUPYIOLIMX B BHUAE TOMOOUMEPOB,
XKUBOTHBIE U pacTtutenbHble MARC mpossisioT
CBOIO aKTMBHOCTB, Oymyuu B (popme MoHOMEpOB. B
crpykrype mARC mMeeTcs: TOJIBKO OmHA IIPOCTETH-
yecKasl rpyImna, IpeacraBieHHas Moco 1 Ha mpuMe-
pe€ XMBOTHBIX, OBLJIO ITOKA3aHO, YTO AJIs1 OCYIIECTBIIC-
HUS KaTanutudeckoi aktuBHocT MARC Tpebyercs
y4acTHEe MUTOXOHAPHAIbHBIX OCJIKOBBIX MApTHEPOB:
uuToXpoM bs-peaykrassl (Cyt bs-R) u 1iutoxpoma bs
(Cyt bs), ipu 3TOM akTUBHBIN LIeHTp MARC rpaHuYuT
¢ umuromniaasmoit [66]. Takum oGpa3oM, COBMECTHO
co ceoumu naptHepamu mARC dopmupyer MuTo-
XOHIPUAJIBHBIA  3JIEKTPOH-TPAHCIIOPTHBIA  KOM-
iekc ARCO (Amidoxime Reducing Complex), mo Ko-
TOPOMY 2JIEKTPOHBI ITOCEIOBATEILHO TI€PEIaIOTCs OT
NADH unu NADPH uepe3 Cyt bs-R u Cyt b5 Ha
Moco-caiT mARC, B KOTOpOM ITPONCXOINT PEIYLIN-
poBaHue cyocTpara [47, 67, 68].
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CyoctpatHasa cnennduaHoctb MARC okonua-
TEJILHO HE YCTaHOBJIEHA. BhIsSIBJIEH IIMPOKMII CIEKTP
BEIIECTB, MPUHAIEXKAIINX K MPOU3BOIHBIM THIPOK-
CHJIAMWHA, KOTOpBIe MOTYT noasepratbcst ARC-3aBu-
cumoit penykimn [67]. Cpenn HUX MIEHTUGULIIPOBA-
Hbl N-TUAPOKCUIMPOBAHHBIE (POPMBI a30TUCTBIX OC-
HOBaHU, B 9aCTHOCTU N-TUAPOKCUAMUHONYPHUH U
N-TUIpOKCULIUTO3MH, YTO MOXKET YKa3bIBaTh Ha BO-
BicyeHrne MARC B mpoliecchl HEUTpaaIu3allMd UX
MyTareHHOIro M MoBpexXaaroiero aeicteus [47, 68].
Kpowme Toro, cyoctparom mist mARC MozkeT BBICTYTIATh
N-O-ruapokcH-L-apruHyH, KOTOPBIi SIBJISIETCS TIPY-
3HAHHBIM ITPOMEXYTOIHBIM TTpoaykToM NOS-3aBn-
CHUMOI TeHepallud OKCcHIa a3oTa. TakuM oOpas3om,
mMARC MoOXeT BBICTYIIaTh B KauyeCTBE HETraTUBHOTIO
peryiagropa NOS-aktuBHoctu [67].

C ucronb30BaHUEM aMUIOKCUMPEAYKTa3 yeJoBeKa
hmARC1 1 hmARC2, 65110 TOKa3aHO yJacTHe STUX
6enkoB B mpoayKiyu NO Ha Hapy>KHOI CTOPOHE MUTO-
XOHIpUAIILHOM MeMOpaHbl [66]. CriemyeT oOpaTUTh
BHUMAaHME, YTO MPOCTPAHCTBEHHAS! OpraHU3alKs IPO-
CTETUYECKUX TPYNIl MUTOXOHAPUAIBLHOIO KOMILIEKCa
ARCO umMmeeTt 6113K0€ CXOICTBO C BHYTPUMOJIEKY-
JISIPHOM BJEKTPOH-TPAHCIIOPTHOM LENbIO HUTpa-
TpeAayKTa3bl, B KOTOpPOil TakKXe IIPUCYTCTBYIOT
NAD(P)H-cBsa3biBatommii  penykrasHblii- FAD-mo-
MeH 1 muToxpoMHbIil Cyt bs- mim Heme-momen [67].
C ucnonbzoBaHueM NR-MyTaHTHBIX IMHUIT BOTOPOC-
m Chlamydomonas reinhardtii, XapakTe pu3yIOIINXCS
neneuueid mo Moco-goMeHy U QYHKIIMOHAIbHO aK-
TUBHBIMU PEAYKTa3HBIM U IUTOXPOMHBIM IOMEHAMU
B cTpykType NR, OblIa HarIIAHO IPOAEMOHCTPUPO-
BaHa €€ poJib B TPAHCIIOPTE BJEKTPOHOB Ha Moco-
noMeH B coctaBe ARC nipu cuHTe3ze NO. O6a dpep-
MEHTa B KJIeTKaX BOAOPOCIIHU JIOKATU30BaHbI B LIMTO-
TasMe, Tae BeISBasIach mponykumsg NO [47]. Baxk-
HO MTOMYePKHYTh, 4TO ARC TposIBIISLT BEICOKYIO CIie-
HU(UIHOCTh K HUTPUTY B MPUCYTCTBUU HUTpaTa B
KOHIIEHTpalMsIX, focturatoiumx 1 MM, To ecTb B Tex
ycioBusx, Korma NR He cmocoOHa KaTajJu3upoBaTh
peakiinio BoccTaHOBJIeHUsT HUTpUTa 10 NO. YUuThI-
Basl €ro He3aMEHMMYIO POJib B KU3HENESATETbHOCTU
pPaCTUTEILHBIX OPraHU3MOB, OB CAE/aH BBHIBOI, YTO
o6pazoBaHue NO siBisieTcs IaBHOM (hyHKIIMEH pacTu-
tebHBIX ARC. B cBs3u ¢ 3tiM ARC 6enrku pacteHmiA
TMpeiIokKeHo Ha3BaTh Kak NO-dopMupyoiie HUTpU-
tpenykTa3bl NOFNiR (NO Forming Nitrite Reductase),
a JIBYXKOMMNOHEHTHYIO NO-TIpOIylMpPYIOIIyI0 CUCTe-
My, oopasyemyro NR B mapTtHepctBe ¢ ARC, ObL10
MpelIoXKeHO 0003HaYaTh C UCIOJIb30BaHUEM ab0pe-
puatypsl NR:NOFNIR [22, 47, 48].

2.1.3. Yuacmue dpyzux moaubdenocodepricaujux
depmenmoe 6 peakyusx 60CCMAaHOBAEHUS
Humpuma c oopazoearuem NO

IloTreHIManbHOII CIIOCOOHOCTBIO BOCCTAHABJIU-
Batb HUTpUT A0 NO 00JamaloT MOJMOI03H3UMBI
KcaHTUHOKcunopenykrasa (XOR), anpmernmokcumasa

(AO) u cynbdpuTokcuaasa (SO), 9To cTajI0 OCHOBAaHUEM
st ux oobenuHeHust coBMecTHO ¢ NR 1 mARC B
ITPYHIly HUTPUT-BOCcTaHaBnuBalommx NO-o0pa3y-
omnx GEepMEHTOB “HecIennpuIecKX HUTPUTpPE-
nykras” [41].

KcanTuHOKCHIOpeayKTa3a M aJibJerHAOKCHIA3a.
benkoBbie moJiekyabl XOR 1 AO 001a1a10T CXOOHBIM
JIOMEHHBIM CTPOCHHEM M Ha OCHOBAHUM CTPYKTYp-
HOTO cxonctBa Moco-goMeHOB 3TH (pepMEHTHI 00b-
eaqruHeHbI B ceMeiicTBO XO. OHU SIBASIOTCS TOMOIM -
MEPHBIMHU (DIaBUHOCOACPKAIINMU OeJIKaMU C MOJIe-
KyJIsipHOii Maccoit okojio 290 xJla. B kaxmnoii
MOHOMEPHOI eIMHUILIE COAECPXKUTCS MO ABa XKeJe30-
cepHbIX 1eHTpa [2Fe-2S], omHoMy Moco u omHOMY
FAD-xodaxkTtopy [44].

®depment XOR 1mupoKo pacmpocTpaHeH cpeau
>KMBOTHBIX I PACTUTEIbHBIX OPraHU3MOB 1 XapaKTepu-
3yeTcsl IPeUMYIIECTBEHHO MePOKCUCOMHOIM JIOKaIU3a-
LI1E, XOTSI B TKAHSIX JKMBOTHBIX OH TAK3KE BBISIBIISICTCSI
B LIMTOIUIa3M€ M Ha BHEIIHEl MeMOpaHe HEKOTOPBIX
kietok [2, 20, 41]. XOR moxeT (hyHKIIMOHUPOBATh B
BuAe KcaHTuHAerumaporeHasol (XDH) — ocHoBHOI
¢dopMbl bepMeHTa, WIM KcaHTUHOKcuaasbl (XO),
KOoTOopasi obpasyeTcsl BCJENCTBUE IpeoOpa3oBaHUs
XDH, o0yciaoBieHHOro o0paTMMBIM OKMCJICHHEM
OCTaTKOB ILIMCTEMHA B IOJUMNENTUIHOM Lenu, Ha-
nipuMep Cyssss nin Cysgg, ¥y XOR KOpoBbErO MOJIOKA,
VI HEOOpaTUMBIM OKUCJICHUEM APYTUX aMUHOKMC-
JIOTHBIX OCTaTKOB, HanpuMep Lysss; nian Lysseg B CO-
ctaBe Toro e ¢pepmenTa [41]. Obe popMbl hepMeHTa
B a3pOOHBIX YCIOBUSIX KaTaJU3UPYIOT OKUCIEHUE THU-
MMOKCAaHTHHA 10 KCAHTHHA C TIOCJIEAYIOIINM 00pa3oBa-
HUEM MOYeBOil KUCIOTHI. IIpy 3TOM B COMpsLKeHHOMN
peakuuu XDH BoccranaBiuBaer NADP no NADPH,
Torga Kak B ciaydae XO IIPOMCXOIUT BOCCTAHOBIICHUE
MOJIEKYJIbI KMCJIOpOaa ¢ 0Opa3oBaHUEM CYIIEpOKCHUIA,
CIIOHTaHHO AUCMYTUPYIOIIVM IO IIEPEKUCU BOLOPOIA
[2]. B pa3HBIX HE3aBUCUMBIX OITHITAX C ITOMOIIBIO METO-
JIOB BJICKTPOHHO-TIApaMarHUTHOI CITEKTPOCKOMUM,
XEeMWIIOMUHECLIEHIIUU U ¢ ucnojab3oBaHueM NO-ce-
JIEKTMBHBIX 3JIEKTPOIOB OBLIO IT0KAa3aHO, YTO B aHA3-
poOHBIX ycaoBusXx in vitro XOR, nzonuposaHHas u3
TKaHel XWBOTHBIX criocoOHa B mpucyrctsu HAJIH
OCYHIECTBJISITH BOoccTaHOBIeHMe HUTpUTa 1o NO [41,
70]. Y pacTuTenbHBIX OpraHN3MOB BoBjieueHue XOR
B nipoayKuuio NO ObLIO MPOAEMOHCTPUPOBAHO C MO~
MomIpio mHTruoMTOopa akTuBHOCTH XOR ammomypm-
Housa. Ero ucrnosnb3oBaHue 1isi 00pabOTKU pacTeHUM
0eJioro JIIOMMHA MPUBOAWIO K YTHETEHUIO B KOPHSIX
cuaTe3a NO, yKa3blBasi Ha BBICOKYIO BEPOSITHOCTh
yyactust XOR B oOpa3oBaHUU OKCHIA a30Ta B pacTH-
TeJIbHBIX OpraHusmax [22, 71].

Anpnerngokcuaasbl mogodbHo XOR obGHapykuBa-
IOTCSI KaK B XKUBOTHBIX, TaK U B PACTUTEJIbHBIX KJIETKaxX
U XapaKTepu3yloTCs LATOIIa3MaTUYECKON JIOKaIU3a-
mueit. Ux cnenmnduryeckre pyHKIWM 3aKTI0YAIOTCST B
KaTaIM3UPOBAHUM peaKIil OKUCIEHUs pa3InYHBIX
apoMaTUYeCKUX U HEeapoOMaTUUYECKUX aJIbIETUIOB C
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o0pa3oBaHMEM COOTBETCTBYIOIINX MM KapOOHOBBIX
KucioT [68, 72]. B renomMe Arabidopsis thaliana nnen-
TUGUIIMPOBAHO YeThIpe TeHa anbaernmokcunas: AO1-
AOA4, TIpOIYKTHI BKCITPECCUOHHOM aKTUBHOCTH KOTO-
pPBIX 00pa3yloT TOMO- U TeTepOAUMEPHI C Pa3IMYHOMN
cybcTpaTHoOl crieliuUIHOCThIO. B yacTHOCTH, TOMO-
mumMep AO1 crrocobeH OKMCIIITh MHIOMMIT-3-areTallb-
JIeTUI 10 WHOOJWI-3-YKCYCHOI KUCJIOThI, IpUHAILIe-
JKallei K CeMeCTBY ayKCUHOB. JIpyrast ajlbIernaoKCH-
na3a pe3yxoBuaku Tajst, GyHKIIMOHUPYIOIIAS B BUIE
AO2/AO3-rereponuMepa, usBectHas kak AOS mpo-
SIBJISIET BBICOKYIO CIIEIM(UYHOCTh K aOCLIM30BOMY
aJIbACTUIY, SIBISIOIIETOCS MPEIIIeCTBEHHUKOM TOp-
MOHa a0CHM30BOIl KUCIOTHI. JlaHHBIE 00 y4acTuM
pactutenbHbiX AO B OMoCcHHTE3e (PUTOTOPMOHOB MO-
IyT YKa3bIBaTh Ha UX BOBJICYECHHE B PA3IMUYHBIC ac-
MEKThl POCTa 1 Pa3BUTUSI PACTEHMIA, BKJIIOYask IMpo-
pacTaHue CeMSIH, BereTaTUBHBIII pOCT, a TakKXe B
amarTalrio K CTpeCcCOBBIM (paKTopaM OKpYKalolei
cpennl [72]. B skcnepuMeHTax in vitro ObLIO MOKa3a-
HO, YTO M30JIUPOBAHHBIC U3 TKaHEil XXKMBOTHBIX AQO
CIIOCOOHBI KaTaJn3MPpOBaTh PEaKIINI0 HUTPUTPEIYK-
1y 10 NO B IpUCYTCTBUM HUTPUTA M TAKUX BOCCTa-
HaBJIMBAIOLIUX CyOCTPaTOB, KaK ajibaerun N/-MeThi-
HukotuHamMua 1 NADH [41]. YuuTbiBasi Giuskoe
cTpykrypHoe cxonctBo AO 1 XOR MOXHO mpenmno-
JIOXUTH, YTO BTU MOJMOIO3H3UMBI MOTYT MIPaTh
pOJIb NOIOJHUTEILHOTO (hEPMEHTAaTUBHOTO HCTOY-
HukKa NO B pacTUTEIbHBIX OPTaHMN3MaX.

Cymbpurokcuaasa. CBoii Bkjiaa B mpoaykiinio NO
B PACTUTEIbHBIX OpPraHM3MaX MOXKET BHOCUTH (dep-
MEHT CyIb(GUTOKCHAA3a, ITOCKOJIbLKY Ha IIpuMepe
MJIEKOTIMTAIOIINX OblLIa TIPOJEeMOHCTpUPOBaHa ¢e
HUTpuTrpeaykrazHasgs NO-CHUHTe3Upylolasi aKTUB-
HOCTH [41, 43, 73]. OcHoBHBIe QyHKIIMHU SO 3aKITIO-
yaloTcs B AECTOKCU(MpUKALIUU CyJIbPUTa B XOIE €ro
OKMCJICHUSI OO Cyb(ara.

SO +H,0 — SO, +2H" +2¢™.

Peakuust sBisiercst (hMHAIBHBIM 3TAllOM OKMCIIH-
TEJILHOM Ierpagallii CepoCcoaepKalluX aMIUHOKUCIOT
ucrenHa 1 MetroHuHa. Ilo crpykrype SO Mitekomnu-
TAIOIIVIX WX MITULL SIBISIETCS TOMOAMMEPOM C MOJIEKY-
JsipHOM Maccoit okoino 100 kIla, xapakTepu3yIoImuMcst
MPUCYTCTBMEM B KaXKIOM CYObEINHMLIC IBYX IIPOCTETH -
YeCcKUX Tpymmn: N-TepMUHAJIBHOrO reM-gomeHa u C-
TEPMUHAIILHOTO MOJMOIEHOBOTO KodakTopa. B
KJIETKAaX KMBOTHBIX (PepMEHT JIOKAJTU30BaH B MEXXMEM-
GpaHHOM TIPOCTPAHCTBE MUTOXOHIPHIA, TIE JIEKTPO-
HBI, BLICBOOOXIAIOIINECS B XO/IE OKMCIICHUS CYJTb(DI-
Ta, TIepeaaloTcsl yepe3 reM-I0MeH Ha YHUBEpCaIbHBbII
aKIEITOp 2JIEKTPOHOB LIMTOXpoM c. I'em-momeH SO
MOXET TUAPOJIM3UPOBATLCI B PE3yIbTaTe YaCTUUHO-
ro MpoTeon3a, YTo MPUBOIUT K 0Opa30BaHUIO MO-
INpUIMPOBAaHHON (OPMBI 3H3UMAa, OO0JIamaloLIeii
TOJIBKO OJHUM PEIOKC-LIEHTPOM — MOJIUOIECHOBBIM
JOoMeHoM. DTa penyuupoBaHHas ¢opma SO yxe He
cnocoOHa MepeaaBaTh 3JIEKTPOHBI HA LIMTOXPOM ¢, HO
COXpaHSIeT CIIOCOOHOCTh K OKHUCJIEHUIO CyIb(pUTa,
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KOTOPO€ MOKET OCYIIECTBISITHCS B IIPUCYTCTBUH HC-
KYCCTBEHHBIX aKLIENTOPOB 2/1eKTpOHOB [41]. CTpyK-
Typa pactuTeabHbIX SO 6bLIa pacimdpoBaHa Mocie
WICHTU(PUKAIIMA COOTBETCTBYIOIIEro (parMeHTa
k/AHK y A. thaliana v ipoBeneHUsI CpaBHUTEIHLHOTO
aHaimM3a nocjemoBaTeabHoCcTel SO pacTeHUI 1 XK1~
BOTHBIX [74]. Ilpm 3TOM Hamboiee ONMM3KOE CXOmI-
CTBO, cocrapisBiiee 46% TroMONOTUIO Ha YPOBHE
AMMHOKMCJIOTHBIX ITOCJICIOBATEIbHOCTEM, ObLIO BbI-
saBiieHo Mexny SO pacteHMil M LbIIIeHKa. Kpome
Toro, ux Moco-conepxkaiiue JOMEHbI XapaKTepUu30-
Bajich aHasiorndHbIM ¢ NR ctpoeHuem [74, 75]. bbl-
JIO ycTaHOBIIEHO, 4TO SO pacTeHUI TaKKe MMEET Iro-
MOJIMMEPHYIO OpTaHU3AIIMIO U TOJ00HO MOANDUIIN -
poOBaHHOMY (pepMEHTY KMBOTHEIX HE COICPKUT IeM-
JIIOMeHa, OCYIIECTBJISIS IIepeaady BEICBOOOIMBIIINXCS
IIPpU OKUCJICHUU CYJb(MUTa JIEKTPOHOB Ha MOJIEKY-
JISIPHBIMA KUCJIOPOJ ¢ 00pa3oBaHUEM CYIEpPOKCUIA U
€ro IMOoCIeAYyIoLIeH AUCMYTalleil 10 IEPEKUCH BOIO-
pona. IToaToMy He yIUBUTEIbHO, YTO B PACTUTEJIb-
HBIX KJeTKax SO JloKaan3oBaHA B IIEPOKCHCOMHOM
MaTpUKCE, B KOTOPOM IIPOTEKAIOT MPOLECCHl YT~
3auuu nepekucu [19, 44, 68].

I[IpumeuarensHO, yTo SO MIICKOIMTAIONINX B
MPUCYTCTBUU CYJIb(pUTA CIIOCOOHA KaTaJau3npoBaTh
OIHOBJIEKTPOHHOE BOCCTaHOBJIEHUE HUTpUTA 10 NO
[41, 73]. SO-kaTanu3upyemast npoaykaust NO mpo-
TeKaeT Ha MOJMOASHOBOM ILIEHTPE, IIPU 3TOM CYJIb-
¢uUT BBICTYMAeT B KadyecTBe BoccTaHOBUTeds1 [41].
CKOpOCTh peakli1 3aBUCUT OT 3HadYeHus1 pH cpenbl
¥ BO3pacTaeT MpUuOIU3UTEILHO BABOE IIPU IIOHIKE-
Huu pH ot 7.4 1o 6.5. OgHako Npu TeX Xe 3HAYEHUSIX
pH Hutpur-BoccTaHaBnIMBalONIasi akKTUBHOCTH SO
cyuiecTBeHHO HIke, yeM y XO u AO [41]. Kpome To-
ro, SO-katanuzupyemasi npoaykiust NO 3aBUCUT OT
MIPUCYTCTBUS KMCJIOPOAA B Cpele U YCUIIMBAETCS 110
Mepe CHIDKeHUS ero cogepxkanus [41, 73]. B yciaoBn-
SIX TUTTOKCUU UHTUOUPYETCS] BHYTPUMOJIEKYJISIPHBIN
IIOTOK 3JIEKTPOHOB OT MOJIHUOIEHOBOIO LIEHTPA B CO-
craBe SO 1 X ITOCTYIJICHWE HAa LIUTOXPOM ¢, BCIE -
CTBUE YEro MPOMCXOAUT YCUJICHUE Tepenadyu 3JeK-
TPOHOB Ha HUTPUT, YTO COIIPOBOXIACTCSI aKTUBAILIM-
ell peakIM HUTPUTPEIYKIIMU ¢ obpazoBanmeM NO
[41]. lanHBIe OonBITOB O MposiBieHUU NO-CUHTE3U-
pytonieit akTuBHOCTA SO MJIEKOIMTAIONINX IT03BO-
JISIET TIPEATOJIOXKNTDH BOBJIEYEHHUE 3TOTO MOJIUOIO3H-
3uMa B NO TpoAyKIIMIO B PaCTUTEJbHBIX OpraHU3-
Max, KOTOpO€ ellle TOJHKO IIPEACTOUT ITOATBEPIUTH
SKCIIEpUMEHTABHO [2, 22, 43].

2.1.4. Obpaszosanue NO c ynacmuem
2NeKMPOH-MPAHCHOPMHOU Uenu MUMOXOHOPUL

B psime paboT 6bLI0 MOKAa3aHO, YTO peaKlu BOC-
CTaHOBJICHUS HUTPUTA, MPOTEKaKIIne ¢ 06pa3oBa-
areM NO, MOTYT OBITB COTTPSIZKEHBI ¢ PYHKIIMOHUPO-
BaHMEM MUTOXOHIPUAJILHOM 3JIEKTPOH-TPAHCIOPT-
Hoit nermn (MOTLI) [2, 22, 76]. B yc1oBUSIX TUTIOKCUM
MUTOXOHAPUM TIPOSIBJISIIOT HUTPUTPEAYKTA3HYIO aK-
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TUBHOCTD 1 CTAHOBSTCS BaXKHBIM UCTOYHUKOM NO B
KJIeTKaX MUKPOOPTaHM3MOB, XXMBOTHBIX U pacTH-
TeJIbHBIX TKaHell. IMeIoTCs CBeIeHHUS, UTO B KJIeTKax
HEKOTOPBIX TPMOOB HCITOIb30BAHNE HUTPUTA B Kaue-
CTBE€ TEPMUHAJIBHOTO aKIIENTOPa 3JIEKTPOHOB JICXKUT
B ocHOBe oO6pa3oBaHusi AT® npu oTCYTCTBUU KUCTIO-
pona [2, 77, 78]. bonee Toro, oopazosanue AT® B
YCJIOBUSIX aHOKCHM, OIIOCPEIYeMO€ BOCCTAaHOBJICHU -
eM HuTpuTa 10 NO, OblIa BEISIBJIEHA B pACTUTEIbHBIX
TKaHSX, B YaCTHOCTH B KOPHSIX PACTCHUI STIMEHS U
puca [79]. C noMoI11bl0 THTUOUTOPHOIO aHaIN3a ObI-
JIO YCTAHOBJICHO, YTO IPOLECC HUTPUTPEIYKLIUU C
obpaszoBanreM NO B pacTUTEITBHBIX MUTOXOHIPHUSIX
npoTekaeT ¢ yuactueM ¢pepmeHToB MOTLL kommek-
cos III u I'V. B yacTHOCTH HCITOJIb30BAaHUE MUKCOTH -
asosia 1 unanuaa (KCN), koTopble SIBISIIOTCSI MHTY-
OMTOpaMU LIMTOXPOM ¢ penyKTasbl (Komiuiekca I11) u
LIUTOXpOM ¢ oKcumasbl (komiuiekca IV), cooTBeT-
CTBEHHO, IPUBOAMJIO K YTHETECHUIO HUTPUT-3aBUCH-
Moii reHepauu AT® 1 comnpsKeHHOI ¢ Heil mpo-
nykiu NO B KOpHSIX pacTeHUI STIMEHS U puca |2,
79]. Cauraercs, 9YTO IPUCYTCTBUE HUTPUTA B MUTO-
XOHIIPUSIX OKa3bIBaeT 3alllUTHOE IEeUCTBUE HA MX
CTPYKTYPHYIO OpTaHU3alIMIO TP aHOKCHUH, a IIPOTe-
KAl B HUX IIpoliecc HUTpuTpeayknuu mo NO
CIIOCOOCTBYET TOAACPXKAHUIO MUTOXOHIAPUAIBHOM
aKTUBHOCTY U B LIEJIOM HOBBILIEHUIO XKN3HECIIOCO0-
HOCTH PACTUTEIbHBIX OPTaHNU3MOB B HEOJIarOIIPHUSIT -
HBIX ycnoBusx [40].

SAKJIIOYEHHME

Takum o0Opa3oM, OKCHUI a30Ta B PaCTUTEIbHBIX
OpraHm3Max IIpoaAyLPYETCS B XOIe MHOXECTBEHHBIX
OMOXMMUYECKUX peaKInii, IPOTEKAIOIINX CIIOHTaH-
HO WIM C YYacCTUEM Pa3HBIX (PEPMEHTHBIX CUCTEM,
KaTaJIM3UPYIOIIUX OKHUCIUTEIbHBIE WJIN BOCCTAHO-
BuTeNIbHBIE TTyTH OMocuHTe3a NO. IIpm satom dep-
MEHTBI, OTBeYalollle 3a OKUCIUTEIbHOE apruHUH-
3aBucuMoe obpaszoBaHre NO B BBICIINX PACTEHMSIX
MoKa He MASHTU(UIIUPOBAHBI U SIBJISIIOTCS 00BbEKTOM
aKTUBHOTO MOWCKa ucciaenoBareneit. Hanbomee xo-
pOIIIO M3yYEeHHBIMHY B BEICIINX PACTCHUSIX SIBJISTIOTCS
HUTPUT-3aBUCUMbIE W BOCCTAaHOBUTEIbHBIE MeXa-
HM3MBI oO0pa3oBaHust NO, B KOTOPBIX OCOOYIO pPOJib
WUTpaeT KII04YeBOil (hepMEHT a30THOIO 0OMeHa acCU-
MWIWISITOpHasi HUTpaTtpeaykTasda. OHa CIIyXXUT 3H3U-
MaTUYECKUM UCTOYHUKOM HUTPUTA, BBHICTYNAIOIIAM
B KauyeCTBE€ OCHOBHOTO CyOCTpaTa IIpU BOCCTAHOBHU-
tenbHOM nTponykonu NO. B ornpeneneHHBIX yCIIOBU-
ax NR MoxeT cama KaTanu3aupoBaTh peakliio HUT-
putpenykiu ¢ oopazoBanueM NO. U, kpome Toro, B
TapTHEPCTBE C IPYTUM MOINOIeHOCOaepKammM dep-
MeHTOM amuaokcumpenykra3oit (mARC), Hutparpe-
JIyKTa3a y4acTByeT B 0Opa30BaHUM JIBYXKOMITOHEHT-
Hoit NO-nponyuupytomeii cuctemMbl NR:NOFNiR.
CBoi1 BKJIaJ B HUTPUT-3aBUCUMYIO TTpoayKiuio NO
MOTYT BHOCUTh TaKue MOJIMOMo3H3UMEI, Kak XOR,
AO u SO, B cBa3n, ¢ 9yeM nx, Hapsamy ¢ NR 1 mARC,

OBLIO TIPEIJIOXKEHO OOBEIMHUTH B KJIACC HECIICLM-
duuecknx NO-o0pasyolIxX HUTpUTpeaykTa3. Mo-
nekyna NO gBJsieTcst HeCTaOMIBHOI 1 XapaKTepU3yeT-
Cs1 KOPOTKMM BpeMeHeM >KU3HU, IIEpHO]I, IIoJIypaciiaaa
KOTOPOIt UcUuCIsIeTcsl ceKyHaamu. BMmecte ¢ TeM yuu-
TBIBasI YPE3BBIYATHO IIIMPOKMIA CIIEKTP PETYISITOPHOTO
neiictBust NO, CTAaHOBUTCSI OYEBMIHOI HEOOXOIN-
MOCTB ITOIIEP>KaHUSI €T0 BEIPAOOTKM Ha 6a30BOM YPOB-
He, 00ecIeunBaloOIMM HOpMaJIbHOE ITPOTEeKaHUe pa3-
HBIX 3BEHBEB PACTUTEIHLHOIO MeTa0oIM3Ma Ha BCex
3Tarax ux >XU3HEHHOTO 1IMKJIa B HOPME U TIpU CTpecce,
C YEM CBSI3aHO CYILIECTBOBaHME TAKOTO MHOXECTBA Y-
teit onocnHTe3a NO B pacteHmnssXx. Bmecre ¢ Tem akTy-
aJIbHBIM SIBJISIETCSI BOIIPOC O (DYHKIIMOHAJILHOM B3au-
MOJIEICTBUIM pa3HBIX MeXaHM3MOB obOpa3oBaHus NO,
IMOCKOJIbKY aKTHBALIMs OIPeIe/IeHHbBIX ITyTeil MPOmyK-
LMW 3TOM CUTHAJIbHOM MOJEKYJbI, BECbMa BEPOSITHO,
COIIPOBOX/IACTCS YTHETEHUEM MHTEHCUBHOCTU APY-
TMX MEXaHM3MOB, YTO MOXKET OIIPENCISITHhCS BHEIII-
HUMMU YCJIOBUSIMU U (ha30il pa3BUTHS PACTUTEIBHOTO
opraHmsmMa.

PaGora BBINIOJIHEHA B paMKaX roCyIapCTBEHHOTO
3agaHusi AAAA-A21-121011990120-7 npu nonaepx-
ke rpaHToB Poccuiickoro ¢doHna (pyHmaMeHTaIbHBIX
uccaegoBanuit Ne 20-04-00904.

ABTOpBI 3asIBJISIIOT 00 OTCYTCTBUMU KOH(PJIMKTA
nHTepecoB. HacTrosimast craTbs He COOepXUT KaKnX-
JTM0O0 MCCIIeNOBAaHWI ¢ y9aCTUEM JIIONEUN M JKUBOTHBIX
B KayeCcTBe OOBEKTOB UCCJIEJOBAHUIA.

CIIMCOK JIMTEPATYPbI

1. Hancock J.T. Nitric oxide signaling in plants // Plants.
2020. V. 9. 1550.
https://doi.org/10.3390/plants9111550

2. Gupta K.J., Fernie A.R., Kaiser W.M., van Dongen J.T.
On the origins of nitric oxide // Trends Plant Sci. 2011.
V. 16. P. 160.

3. Tuaveanosa U. P., Enuxeee A.P., Pedsiee B.B., Yema-
Hoe U . I0., Paxmankynosa 3.®@. BiusHue okcuaa a3o-
Ta Ha ero 3HIOTeHHOE COMlePXKaHUe, POCT, aKTUBHOCTh
NBIXaTeIbHBIX MyTell M aHTMOKCUAAHTHBIM OGamaHc
pacteHuit mieHuilsl // Becthuk baml'y. 2014. T. 19.
Ne 1. C. 54.

4. Kapney IO.B., Koaynaes IO.E. ®yHKIIMOHAJIBHOE B3a-
UMOJIeiCTBYE OKCHIIAa a30Ta C aKTUBHbIMU ¢hopMaMu
KHCJIOpOAa M MOHAMU KaJbLIMsI MpU (HOPMUPOBAHUU
aJanTUBHBIX peakuuit pacteHuit // BicHuk XapkiBcb-
KOT0 HallioHaJIbHOTO arpapHoro yHiBepcurety. Cepis:
Biosorist. 2017. Bum. 2. C. 6.
https://doi.org/10.35550/vbi02017.02.006

5. Inaunvko A.K., Hwenko A.A. AKTUBHBIE (DOPMBI KHCJIO-
poma 1 a3oTa — BO3MOXHBIE MEIUATOPBI CUCTEMHOM
YCTOMYMBOCTU Y O0OOBBIX MPU ASUCTBUU pU300UAJIb-
Hol nHpexkmu // BicHuk XapKiBCbKOro HailioHaIb-
Horo arpapHoro yHiBepcutety. Cepist: biosnoris. 2017.
Bum. 1. C. 9.
https://doi.org/10.35550/vbi02017.01.009

6. Kolbert Z., Barroso J.B., Brouquisse R., Corpas F.J.,
Gupta K.J., Lindermayr C., Loake G.J., Palma J.M.,

®U3NOJOTUI PACTEHUM  Tom 69 Ned 2022



10.

11.

12.

14.

15.

16.

17.

18.

19.

20.

21.

COBPEMEHHBIE IMTPEACTABJIEHUA O MEXAHNU3MAX OEPA3OBAHUA

Petrivalsky M., Wendehenne D., Hancock J.T. A forty
year journey: The generation and roles of NO in plants //
Nitric Oxide. 2019. V. 93. P. 53.

Corpas F., Gonzdlez-Gordo S., Palma J. Nitric oxide: A
radical molecule with potential biotechnological appli-
cations in fruit ripening // J. Biotechnol. 2020. V. 324.
P. 211.

Misra A.N., Misra M., Singh R. Nitric oxide ameliorates
stress responses in plants // Plant Soil Environ. 2011.
V.57.P.95.

Asgher M., Per T.S., Masood A., Fatma M., Freschi L.,
Corpas FJ., Khan N.A. Nitric oxide signaling and its
crosstalk with other plant growth regulators in plant re-
sponses to abiotic stress // Environ. Sci. Pollut. Res.
2017. V. 24. P. 2273.

Delledonne M., Xia Y., Dixon R., Lamb C. Nitric oxide
functions as a signal in plant disease resistance // Na-
ture. 1998. V. 394. P. 585.

Durner J., Wendehenne D., Klessig D. Defense gene in-
duction in tobacco by nitric oxide, cyclic GMP, and cy-
clic ADP-ribose // Proc. Natl. Acad. Sci. U.S.A. 1998.
V. 95. P. 10328.

Del Castello F., Nejamkin A., Cassia R., Correa-Aragun-
de N., Ferndndez B., Foresi N., Lombardo C., Ramirez L.,
Lamattina L. The era of nitric oxide in plant biology:
Twenty years tying up loose ends // Nitric Oxide. 2019.
V.85.P. 17.

. Mamaeva A.S., Fomenkov A.A., Nosov A.V., Moshkov LE.,

Novikova G.V., Mur L.A.J., Hall M.A. Regulatory role of
nitric oxide in plants // Russ. J. Plant Physiol. 2015.
V. 62. P. 427.

Lau S.E., Hamdan M.F., Pua T.L., Saidi N.B., Tan B.C.
Plant nitric oxide signaling under drought stress //
Plants. 2021. V. 10. 360.
https://doi.org/10.3390/plants10020360

Karpets Y.V., Kolupaev Y.E., Lugovaya A.A., Shviden-
ko N.V., Yastreb T.O. Effects of nitrate and I-arginine on
content of nitric oxide and activities of antioxidant en-
zymes in roots of wheat seedlings and their heat resis-
tance // Russ. J. Plant Physiol. 2018. V. 65. P. 908.

Verma N., Tiwari S., Singh V.P., Prasad S.M. Nitric ox-
ide in plants: an ancient molecule with new tasks //
Plant Growth Regul. 2020. V. 90. P. 1.

Tonuapoe H.I1. Oxcun azora (NO): husuonorusi u Mme-
Tabonu3M (Jekius) // AHAPOJOTUSI U TeHUTaJIbHAas
xupyprus. 2020. T. 21. C. 75.

Begara-Morales J.C., Chaki M., Valderrama R., San-
chez-Calvo B., Mata-Perez C., Padilla M.N., Corpas F.J.,
Barroso J. B. Nitric oxide buffering and conditional ni-
tric oxide release in stress response // J. Exp. Bot. 2018.
V. 69. P. 3425.

bumioyxuii H.II. MUKposJIeMeHThl BBICIINX pacTe-
Huii. CaHkrt-IletepOypr: usn-Bo Cankrt-IlerepOypr-
ckoro yH-Ta, 2020. 368 c.

Corpas FJ., Gonzdlez-Gordo S., Palma J.M. Nitric ox-
ide (NO) scaffolds the peroxisomal protein—protein in-
teraction network in higher plants // Int. J. Mol. Sci.
2021. V. 22. 2444.
https://doi.org/10.3390/ijms22052444

Klepper L. Nitric oxide (NO) and nitrogen dioxide (NO,)
emissions from herbicide-treated soybean plants // At-
mos. Environ. 1979. V. 13. P. 537.

®U3HUOJOTUA PACTEHUM  tom 69 Ned 2022

349

22. Astier J., Gross 1., Durner J. Nitric oxide production in

23.

24.

25.

26.

27.

28.

29.

30.

31.

32.

33.

34.

35.

36.

plants: an update // J. Exp. Bot. 2018. V. 69. P. 3401.

Corpas FJ., Del Rio L.A., Palma J.M. Impact of nitric
oxide (NO) on the ROS metabolism of peroxisomes //
Plants. 2019. V. 8. 37.
https://doi.org/10.3390/plants8020037

Domuna M.A., Abasenuxuna FO.B. OxucnurtenbHas
MonuduKaiyst 6eJKOB TKaHEH MpPKY M3MECHEHUU CUH-
Te3a okcuiaa azora. MockBa: TOOTAP-Menua, 2018.
192 c.

Correa-Aragunde N., Foresi N., Lamattina L. Structure
diversity of nitric oxide synthases (NOS): the emer-
gence of new forms in photosynthetic organisms //
Front. Plant Sci. 2013. V. 4. 232.
https://doi.org/10.3389/fpls.2013.00232

Jeandroz S., Wipf D., Stuehr D.J., Lamattina L., Melko-
nian M., Tian Z., Zhu Y., Carpenter E.J., Wong G.K.,
Wendehenne D. Occurrence, structure, and evolution of
nitric oxide synthase-like proteins in the plant kingdom //
Sci. Signaling. 2016. V. 9. re2.
https://doi.org/10.1126/scisignal.aad4403

Recalde L., Gomez Mansur N.M., Cabrera A.V., Matay-
oshi C.L., Gallego S.M., Groppa M.D., Benavides M.P.
Unravelling ties in the nitrogen network: Polyamines
and nitric oxide emerging as essential players in signal-
ling roadway // Ann. Appl. Biol. 2021. V. 178. P. 192.

Prochazkova D., Haisel D., Pavlikova D. Nitric oxide
biosynthesis in plants — the short overview // Plant Soil
Environ. 2014. V. 60. P. 129.

Kolbert Z., Lindermayr C., Loake G.J. The role of nitric
oxide in plant biology: current insights and future per-
spectives // J. Exp. Bot. 2021. V. 72. P. 777.

Flores T., Todd C.D., Tovar-Mendez A., Dhanoa PK.,
Correa-Aragunde N., Hoyos M.E., Brownfield D.M.,
Mullen R.T., Lamattina L., Polacco J.C. Arginase-neg-
ative mutants of Arabidopsis exhibit increased nitric ox-
ide signaling in root development // Plant Physiol.
2008. V. 147. P. 1936.

Tun N.N., Santa-Catarina C., Begum T., Silveira V.,
Handro W., Floh E.I., Scherer G.F. Polyamines induce
rapid biosynthesis of nitric oxide (NO) in Arabidopsis
thaliana seedlings // Plant Cell Physiol. 2006. V. 47.
P. 346.

Wimalasekera R., Villar C., Begum T., Scherer G.F
COPPER AMINE OXIDASE]1 (CuAO1) of Arabidop-
sis thaliana contributes to abscisic acid-and polyamine-
induced nitric oxide biosynthesis and abscisic acid sig-
nal transduction // Mol. Plant. 2011. V. 4. P. 663.

Riimer S., Gupta K.J., Kaiser W.M. Plant cells oxidize
hydroxylamines to NO // J. Exp. Bot. 2009. V. 60.
P. 2065.

Riimer S., Gupta K.J., Kaiser W.M. Oxidation of hy-
droxylamines to NO by plant cells // Plant Signal. Be-
hav. 2009. V. 4. P. 853.

Caranto J.D., Lancaster K. M. Nitric oxide is an obligate
bacterial nitrification intermediate produced by hy-
droxylamine oxidoreductase // Proc. Natl. Acad. Sci.
U.S.A. 2017. V. 114. P. 8217.

Hooper A.B., Terry K.R. Hydroxylamine oxidoreduc-
tase of Nitrosomonas: production of nitric oxide from
hydroxylamine // Biochim. Biophys. Acta, Enzymol.
1979. V. 571. P. 12.



350

37.

38.

39.

40.

41.

42.

43.

44,

45.

46.

47.

48.

49.

50.

S1.

52.

53.

AJIJIATYJIOBA u np.

DeMaster E.G., Raij L., Archer S.L., Weir E.K. Hydrox-
ylamine is a vasorelaxant and a possible intermediate in
the oxidative conversion of L-arginine to nitric oxide //
Biochem. Biophys. Res. Commun. 1989. V. 163. P. 527.

Yamasaki H. Nitrite-dependent nitric oxide production
pathway: implications for involvement of active nitro-
gen species in photoinhibition in vivo // Philos. Trans.
R. Soc., Ser. B: Biol. Sci. 2000. V. 355. P. 1477.

Bethke P.C., Badger M.R., Jones R.L. Apoplastic syn-
thesis of nitric oxide by plant tissues // Plant Cell. 2004.
V. 16. P. 332.

Gupta K.J., Kumari A., Florez-Sarasa 1., Fernie A.R.,
Igamberdiev A.U. Interaction of nitric oxide with the
components of the plant mitochondrial electron trans-
port chain //J. Exp. Bot. 2018. V. 69. P. 3413.

Maia L.B., Moura J.J.G. Nitrite reduction by molyb-
doenzymes: a new class of nitric oxide-forming nitrite
reductases // J. Biol. Inorg. Chem. 2015. V. 20. P. 403.

Bender D., Schwarz G. Nitrite-dependent nitric oxide
synthesis by molybdenum enzymes // FEBS Lett. 2018.
V. 592. P. 2126.

Chamizo-Ampudia A., Sanz-Luque E., Llamas A., Gal-
van A., Fernandez E. Nitrate reductase regulates plant
nitric oxide homeostasis // Trends Plant Sci. 2017.
V. 22. P. 163.

Wang J., Keceli G., Cao R., Su J., Mi Z. Molybdenum-
containing nitrite reductases: Spectroscopic character-
ization and redox mechanism // Redox Rep. 2017.
V.22.P. 17.

Schwarz G., Mendel R.R., Ribbe M.W. Molybdenum co-
factors, enzymes and pathways // Nature. 2009. V. 460.
P. 839.

Mohn M.A., Thaqi B., Fischer-Schrader K. Isoform-
specific NO synthesis by Arabidopsis thaliana nitrate re-
ductase // Plants. 2019. V. 8. 67.
https://doi.org/10.3390/plants8030067

Chamizo-Ampudia A., Sanz-Lugque E., Llamas A., Oca-
Aa-Calahorro F, Mariscal V., Carreras A., Barroso J.B.,
Galvdn A., Ferndndez E. A dual system formed by the
ARC and NR molybdoenzymes mediates nitrite-de-
pendent NO production in Chlamydomonas // Plant
Cell Environ. 2016. V. 39. P. 2097.

Tejada-Jimenez M., Llamas A., Galvdn A., Ferndndez F.
Role of nitrate reductase in NO production in photo-
synthetic eukaryotes // Plants. 2019. V. 8. 56.
https://doi.org/10.3390/plants8030056

Campbell W.H. Nitrate reductase structure, function
and regulation: bridging the gap between biochemistry
and physiology // Annu. Rev. Plant Biol. 1999. V. 50.
P. 277.

Pradedova E.V., Nimaeva O.D., Salyaev R.K. Redox
processes in biological systems // Russ. J. Plant Physi-
ol. 2017. V. 64. P. 822.

Dean J.V., Harper J.E. The conversion of nitrite to ni-
trogen oxide(s) by the constitutive NAD(P)H-nitrate
reductase enzyme from soybean // Plant Physiol. 1988.
V. 88. P. 389.

Rosales E. P, lannone M.FE, Groppa M.D., Benavides M.P.
Nitric oxide inhibits nitrate reductase activity in wheat
leaves // Plant Physiol. Biochem. 2011. V. 49. P. 124.
Chen Z.H., Wang Y., Wang J.W., Babla M., Zhao C.,
Garcia-Mata C., Sani E., Differ C., Mak M., Hills A.,

54.

55.

56.

57.

58.

59.

60.

61.

62.

63.

64.

65.

66.

®U3NOIOTVI PACTEHUI

Amtmann A., Blatt M. R. Nitrate reductase mutation al-
ters potassium nutrition as well as nitric oxide-mediat-
ed control of guard cell ion channels in Arabidopsis //
New Phytol. 2016. V. 209. P. 1456.

Hao E, Zhao S., Dong H., Zhang H., Sun L., Miao C.
Nial and Nia2 are involved in exogenous salicylic acid-
induced nitric oxide generation and stomatal closure in
Arabidopsis // J. Integr. Plant Biol. 2010. V. 52. P. 298.

Zhao C., Cai S., Wang Y., Chen Z. Loss of nitrate reduc-
tases NIA1 and NIA2 impairs stomatal closure by alter-
ing genes of core ABA signaling components in Arabi-
dopsis // Plant Signal. Behav. 2016. V. 11. e1183088.
https://doi.org/10.1080/15592324.2016.1183088

Jin CW.,, Du S.T., Zhang Y.S., Lin X.Y., Tang C.X. Dif-
ferential regulatory role of nitric oxide in mediating ni-
trate reductase activity in roots of tomato (Solanum ly-
cocarpum) // Ann. Bot. 2009. V. 104. P. 9.

Manoli A., Begheldo M., Genre A., Lanfranco L.,
Trevisan S., Quaggiotti S. NO homeostasis is a key reg-
ulator of early nitrate perception and root elongation
in maize // J. Exp. Bot. 2014. V. 65. P. 185.

Lea U.S., Ten Hoopen E, Provan E, Kaiser W.M., Meyer C.,
Lillo C. Mutation of the regulatory phosphorylation site
of tobacco nitrate reductase results in high nitrite excre-
tion and NO emission from leaf and root tissue // Plan-
ta. 2004. V. 219. P. 59.

Lombardo M.C., Lamattina L. Nitric oxide is essential
for vesicle formation and trafficking in Arabidopsis root
hair growth // J. Exp. Bot. 2012. V. 63. P. 4875.

Seligman K., Saviani E.E., Oliveira H.C., Pinto-Ma-
glio C.A.F, Salgado I. Floral transition and nitric oxide
emission during flower development in Arabidopsis thali-
ana is affected in nitrate reductase-deficient plants //
Plant Cell Physiol. 2008. V. 49. P. 1112.

Garcia-Mata C., Lamattina L. Nitric oxide and abscisic
acid cross talk in guard cells // Plant Physiol. 2002.
V. 128. P. 790.

Freschi L. Nitric oxide and phytohormone interactions:
current status and perspectives // Front. Plant Sci.
2013.V. 4. 398.
https://doi.org/10.3389/fpls.2013.00398

Hu Y., You J., Liang X. Nitrate reductase-mediated ni-
tric oxide production is involved in copper tolerance in
shoots of hulless barley // Plant Cell Rep. 2015. V. 34.
P. 367.

Fu Y.E, Zhang ZW., Yuan S. Putative connections be-
tween nitrate reductase S-nitrosylation and NO synthe-
sis under pathogen attacks and abiotic stresses // Front.
Plant Sci. 2018. V. 9. 474.
https://doi.org/10.3389/fpls.2018.00474

Zhao G., Zhao Y., Lou W., Su J., Wei S., Yang X., Wang R.,
Guan R., Pu H., Shen W, Nitrate reductase-dependent
nitric oxide is crucial for multi-walled carbon nano-
tube-induced plant tolerance against salinity // Na-
noscale. 2019. V. 11. P. 10511.

Sparacino-Watkins C.E., Tejero J., Sun B., Gauthier M.C.,
Thomas J., Ragireddy V., Merchant B.A., Wang J., Aza-
rov I., Basu P., Gladwin M.T. Nitrite reductase and ni-
tric-oxide synthase activity of the mitochondrial mo-
lybdopterin enzymes mARC1 and mARC2 // J. Biol.
Chem. 2014. V. 289. P. 10345.

Ne 4

TOM 69 2022



67.

68.

69.

70.

71.

72.

73.

COBPEMEHHBIE IMTPEACTABJIEHUA O MEXAHNU3MAX OEPA3OBAHUA

Bender D., Schwarz G. Nitrite-dependent nitric oxide
synthesis by molybdenum enzymes // FEBS Lett. 2018.
V. 592. P. 2126.

Rana M.S., Bhantana P, Sun X.-C., Imran M., Shaaban M.,
Moussa M.G, Saleem M.H., Elyamine A.M., Binyamin R.,
Alam M., et al. Molybdenum as an essential element for
crops: an overview // Biomed. J. Sci. Tech. Res. 2020.
V. 24. P. 18535.

Tejada-Jiménez M., Chamizo-Ampudia A., Galvdn A.,
Ferndndez E., Llamas A. Molybdenum metabolism in
plants // Metallomics. 2013. V. 5. P. 1191.

Godber B.L., Doel J.J., Sapkota G.P., Blake D.R., Ste-
vens C.R., Eisenthal R., Harrison R. Reduction of nitrite
to nitric oxide catalyzed by xanthine oxidoreductase //
J. Biol. Chem. 2000. V. 275. P. 7757.

Wang B.L., Tang X. Y., Cheng L.Y., Zhang A.Z., Zhang W.H.,
Zhang ES., Liu J.Q., Cao Y., Allan D.L., Vance C.P,
Shen J.B. Nitric oxide is involved in phosphorus defi-
ciency-induced cluster-root development and citrate
exudation in white lupin // New Phytol. 2010. V. 187.
P. 1112.

Kpaesuenxo A.11., Tokcobaesa I'A., Kaycoexoea A., bep-
cumbaes P.U. Bnusinue TOR komrmiekca 1 Ha akTUB-
HOCTb U 9KCITPECCUIO TeHOB aJIbAETUIOKCUIA3bI y Ara-
bidopsis thaliana // N3Bectuss HAH PK. Cepus 6uon.
meaut. 2017. Ne 5. C. 57.

Wang J., Krizowski S., Fischer-Schrader K., Niks D., Te-
Jero J., Sparacino-Watkins C., Wang L., Ragireddy V.,

®U3HUOJOTUA PACTEHUM  tom 69 Ned 2022

74.

75.

76.

77.

78.

79.

351

Frizzell S., Kelley E.E., et al. Sulfite oxidase catalyzes
single-electron transfer at molybdenum domain to re-
duce nitrite to nitric oxide // Antioxid. Redox Signal.
2015.V. 23. P. 283.

FEilers T., Schwarz G., Brinkmann H., Witt C., Richter T.,
Nieder J., Koch B., Hille R., Héinsch R., Mendel R.R.
Identification and biochemical characterization of Ara-
bidopsis thaliana sulfite oxidase. A new player in plant
sulfur metabolism // J. Biol. Chem. 2001. V. 276.
P. 46989.

Schrader N., Fischer K., Theis K., Mendel R.R., Schwarz G.,
Kisker C. The crystal structure of plant sulfite oxidase
provides insights into sulfite oxidation in plants and an-
imals // Structure. 2003. V. 11. P. 1251.

Igamberdiev A.U., Ratcliffe R.G., Gupta K.J. Plant mito-
chondria: source and target for nitric oxide // Mito-
chondrion. 2014. V. 19. P. 329.

Tielens A.G., Rotte C., van Hellemond J.J., Martin W.
Mitochondria as we don’t know them // Trends Bio-
chem. Sci. 2002. V. 27. P. 564.

Gupta K.J., Igamberdiev A.U. The anoxic plant mito-
chondrion as a nitrite: NO reductase // Mitochondri-
on. 2011. V. 11. P. 537.

Stoimenova M., Igamberdiev A.U., Gupta K.J., Hill R.D.
Nitrite-driven anaerobic ATP synthesis in barley and
rice root mitochondria // Planta. 2007. V. 226. P. 465.




<<
  /ASCII85EncodePages false
  /AllowTransparency false
  /AutoPositionEPSFiles true
  /AutoRotatePages /All
  /Binding /Left
  /CalGrayProfile (Dot Gain 20%)
  /CalRGBProfile (Adobe RGB \0501998\051)
  /CalCMYKProfile (Photoshop 5 Default CMYK)
  /sRGBProfile (sRGB IEC61966-2.1)
  /CannotEmbedFontPolicy /Warning
  /CompatibilityLevel 1.3
  /CompressObjects /Tags
  /CompressPages true
  /ConvertImagesToIndexed true
  /PassThroughJPEGImages true
  /CreateJobTicket false
  /DefaultRenderingIntent /Default
  /DetectBlends true
  /DetectCurves 0.0000
  /ColorConversionStrategy /LeaveColorUnchanged
  /DoThumbnails false
  /EmbedAllFonts true
  /EmbedOpenType false
  /ParseICCProfilesInComments true
  /EmbedJobOptions true
  /DSCReportingLevel 0
  /EmitDSCWarnings false
  /EndPage -1
  /ImageMemory 1048576
  /LockDistillerParams false
  /MaxSubsetPct 100
  /Optimize false
  /OPM 1
  /ParseDSCComments true
  /ParseDSCCommentsForDocInfo true
  /PreserveCopyPage true
  /PreserveDICMYKValues true
  /PreserveEPSInfo true
  /PreserveFlatness false
  /PreserveHalftoneInfo false
  /PreserveOPIComments false
  /PreserveOverprintSettings true
  /StartPage 1
  /SubsetFonts true
  /TransferFunctionInfo /Apply
  /UCRandBGInfo /Preserve
  /UsePrologue false
  /ColorSettingsFile ()
  /AlwaysEmbed [ true
  ]
  /NeverEmbed [ true
  ]
  /AntiAliasColorImages false
  /CropColorImages false
  /ColorImageMinResolution 300
  /ColorImageMinResolutionPolicy /OK
  /DownsampleColorImages true
  /ColorImageDownsampleType /Bicubic
  /ColorImageResolution 300
  /ColorImageDepth -1
  /ColorImageMinDownsampleDepth 1
  /ColorImageDownsampleThreshold 1.50000
  /EncodeColorImages true
  /ColorImageFilter /FlateEncode
  /AutoFilterColorImages false
  /ColorImageAutoFilterStrategy /JPEG
  /ColorACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /ColorImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000ColorACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000ColorImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasGrayImages false
  /CropGrayImages false
  /GrayImageMinResolution 300
  /GrayImageMinResolutionPolicy /OK
  /DownsampleGrayImages true
  /GrayImageDownsampleType /Bicubic
  /GrayImageResolution 300
  /GrayImageDepth -1
  /GrayImageMinDownsampleDepth 2
  /GrayImageDownsampleThreshold 1.50000
  /EncodeGrayImages true
  /GrayImageFilter /FlateEncode
  /AutoFilterGrayImages false
  /GrayImageAutoFilterStrategy /JPEG
  /GrayACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /GrayImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000GrayACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000GrayImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasMonoImages false
  /CropMonoImages false
  /MonoImageMinResolution 1200
  /MonoImageMinResolutionPolicy /OK
  /DownsampleMonoImages true
  /MonoImageDownsampleType /Bicubic
  /MonoImageResolution 1200
  /MonoImageDepth -1
  /MonoImageDownsampleThreshold 1.50000
  /EncodeMonoImages true
  /MonoImageFilter /CCITTFaxEncode
  /MonoImageDict <<
    /K -1
  >>
  /AllowPSXObjects false
  /CheckCompliance [
    /None
  ]
  /PDFX1aCheck false
  /PDFX3Check false
  /PDFXCompliantPDFOnly false
  /PDFXNoTrimBoxError true
  /PDFXTrimBoxToMediaBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXSetBleedBoxToMediaBox true
  /PDFXBleedBoxToTrimBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXOutputIntentProfile ()
  /PDFXOutputConditionIdentifier ()
  /PDFXOutputCondition ()
  /PDFXRegistryName ()
  /PDFXTrapped /False

  /CreateJDFFile false
  /Description <<

  >>
  /Namespace [
    (Adobe)
    (Common)
    (1.0)
  ]
  /OtherNamespaces [
    <<
      /AsReaderSpreads false
      /CropImagesToFrames true
      /ErrorControl /WarnAndContinue
      /FlattenerIgnoreSpreadOverrides false
      /IncludeGuidesGrids false
      /IncludeNonPrinting false
      /IncludeSlug false
      /Namespace [
        (Adobe)
        (InDesign)
        (4.0)
      ]
      /OmitPlacedBitmaps false
      /OmitPlacedEPS false
      /OmitPlacedPDF false
      /SimulateOverprint /Legacy
    >>
    <<
      /AddBleedMarks false
      /AddColorBars false
      /AddCropMarks false
      /AddPageInfo false
      /AddRegMarks false
      /BleedOffset [
        14.173230
        14.173230
        14.173230
        14.173230
      ]
      /ConvertColors /NoConversion
      /DestinationProfileName ()
      /DestinationProfileSelector /NA
      /Downsample16BitImages true
      /FlattenerPreset <<
        /ClipComplexRegions true
        /ConvertStrokesToOutlines false
        /ConvertTextToOutlines false
        /GradientResolution 300
        /LineArtTextResolution 1200
        /PresetName ([High Resolution])
        /PresetSelector /HighResolution
        /RasterVectorBalance 1
      >>
      /FormElements false
      /GenerateStructure false
      /IncludeBookmarks false
      /IncludeHyperlinks false
      /IncludeInteractive false
      /IncludeLayers false
      /IncludeProfiles false
      /MarksOffset 14.173230
      /MarksWeight 0.250000
      /MultimediaHandling /UseObjectSettings
      /Namespace [
        (Adobe)
        (CreativeSuite)
        (2.0)
      ]
      /PDFXOutputIntentProfileSelector /NA
      /PageMarksFile /RomanDefault
      /PreserveEditing true
      /UntaggedCMYKHandling /LeaveUntagged
      /UntaggedRGBHandling /LeaveUntagged
      /UseDocumentBleed false
    >>
    <<
      /AllowImageBreaks true
      /AllowTableBreaks true
      /ExpandPage false
      /HonorBaseURL true
      /HonorRolloverEffect false
      /IgnoreHTMLPageBreaks false
      /IncludeHeaderFooter false
      /MarginOffset [
        0
        0
        0
        0
      ]
      /MetadataAuthor ()
      /MetadataKeywords ()
      /MetadataSubject ()
      /MetadataTitle ()
      /MetricPageSize [
        0
        0
      ]
      /MetricUnit /inch
      /MobileCompatible 0
      /Namespace [
        (Adobe)
        (GoLive)
        (8.0)
      ]
      /OpenZoomToHTMLFontSize false
      /PageOrientation /Portrait
      /RemoveBackground false
      /ShrinkContent true
      /TreatColorsAs /MainMonitorColors
      /UseEmbeddedProfiles false
      /UseHTMLTitleAsMetadata true
    >>
  ]
>> setdistillerparams
<<
  /HWResolution [2400 2400]
  /PageSize [595.000 842.000]
>> setpagedevice


