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3a mociiemHUe TOBI ITIOJIyYeHBI Pe3yJIbTaThl, II03BOJISIONINE YTBEPKIATh, 9TO OKCHI a30Ta (NO) — BHYTpH-
KJIETOYHAsI CUTHAJIbHAsI MOJIEKYJIA, ITPY ITOMOILM KOTOPOU peryIMpyloTcst GU3NOJIOrnIecKre MpoLecChl Ha
BCeX ATallaxX XKM3HEHHOTO IIMKJIa pacTeHN. MeXIy TeM, HEKOTOphIe KpaliHe BaXKHbIE aCIIEKThI OMOJIOTUN
NO nmaneku or noHUMaHMs. Tak, CylIeCTBYIOT pa3jIMYHbIe TOUKM 3pEHUs B BOIIPOCE 0Opa30BaHUS U yTH-
mu3aunu NO y pacteHuit. He 1o KoHIIa m3y4eHbI MEXaHM3MBI BOCIIPUSITHS U ITyTHU TTepenadn curaaia NO,
a Takke ToKa HET CBEASHMI 0 TOM, KaK o0ecrneunBaeTcsl cneuM(@UIHOCTb, HeoO0XoaumMast 1Jisi KOOpAUHU-
poBaHHOTO BKiIIoueHMs 0TBeToB Ha NO. OTBeTHI Ha C(pOpMyIMPOBaHHEIEC BOIIPOCHI IIPEICTABISICTCS 1IeJIe-
CO00pa3HbIM UCKaTh, OCHOBBIBASICh Ha 3HAHUSIX, ITOJIYYEHHBIX ITPU U3yYEeHUU OCOOEHHOCTE ! (DYHKIIMOHM -
poBanust NO y XKUBOTHBIX. Takoli cpaBHUTEIbHBINA aHAJIN3 ITO3BOJUT BEISIBUTH AHAJIOTUU U ITOAYEPKHYTH
paz3iuuus B COBpeMeHHOM NoHuMaHuu poau NO y pacteHuit. PaccMoTpeHMIO 3THUX aCleKTOB MOCBSIIIIeHa
IaHHas JIEKINS.
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BBEAEHUWE

3HaHUS TIOCIIEAHUX JIeT, O€3yCIOBHO, YKa3bIBaIOT,
yT0 okcup azoTa (NO) — OMOJIOrMYeCcKy aKTUBHAS MO-
JIeKyJa, y4JacTBYIOIasi B PErysiuuu (u3noJioruye-
CKMX TIPOLIECCOB y MpeacTaBuTeNelt pasHbIX (huiore-
HETUYEeCKUX IpyI. Y1cIIo ncciiemoBaHnii O1nojiornde-
ckoit pomn NO 3HAYMTEIBHO BO3POCJIO, HAYMHASL C
Kon11a 1980-x, Korna BIiepBbIe ITOSIBUIMCEH CBEACHUS O
neiictBu NO Kak BTOPUYHOTIO BHYTPUKJIETOYHOTO
peryJisitopa cepac4yHOCOCYAUCTOM, HEPBHOU U UMMYH-
HOI cucTeM MJeKomnuTatomux [1]. DTu gaHHBIE cTaau
OCHOBaHMEM TSI IPEAIIONOKEeHNS 0 3HaunMocTy NO
B Ka4eCTBE CUTHAILHOM MOJIEKYJIBI B KJIETKAX KMBOT-

Cokpawenua: CuAO — Cu-ammHookcumaza; cPTIO — 2-(4-
KapbokcudeHmn)-4,4,5,5-reTpaMe TUIIUMUIA30JIMH- | -OKCHII-3-
okcun; COX — uuroxpom c-okcumasa; DAF — mmamuHodIIyo-
pecueuH; DCF — muxnopodunyopecuen; GSNO — S-HUTpo-
sormyratioH; GSNOR —  S-HuTpo3omIyTaTMOHpenayKTas3a;
Ni-NOR — Hutpur-NO-penykraza; NOS — NO-cuHTa3sa;
NR — Hutpatpenykrasa; nsHb — HecuMOMOTUYECKIIE TEMOTIIO-
ouHbl; SNP — Hutponpyccua Hatpusi; XOR — KcaHTMHOKCH-
nopenyktasa; pI'Ll — pacTBopumasi ryaHuIaTHMKIIa3a.
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HbIX. [lepBble CBEIECHMSI O BO3MOXHON CUTHAJIBLHOM
pomu NO y pactenuit nosiBuiuch B 1998 1 [2, 3].

C 5TOT0 BpeMEHHU BBIIMOJIHEHO 0O0IbIIIOE KOJTNYE-
CTBO paboOT, pe3yJbTaTbl KOTOPBIX ITIO3BOJISIOT
yTBepXaathb, uTo NO — BHYTPUKJICTOUHASI CUTHAJIb-
Hasl MOJIEKYJ1a, IPU IIOMOILM KOTOPOl peryjnpyior-
cs (pu3MOJIOTUYECKME IPOLIECCHl Ha BCEX 3Tallax
KM3HEHHOTO 1IMKJIa pacTeHuit. OKCUI a30Ta peTyJiu-
pyeT mpopacTaHue CEMSIH, pOCT OOKOBBIX KOpHE 1
KOPHEBBIX BOJIOCKOB, LIBETEHHE U CO3PEBaHUE IIO-
JIOB, a TAKXKE y4acTBYeT B (DOPMUPOBAHMU CUCTEMbBI
3alIUTHl OT CTPECCOPOB Pa3IUIHON MPUPOAEI. XOTSI
3a TociemHre 15 JeT MOCTUTHYTHI BIICUATISIONINC
ycriexu B m3ydeHur NO y pacTeHMId, HEeKOTOpbIe
KpaiiHe BaxkHbIe acreKThl 6uojiorun NO majeku ot
noHnMaHus. Tak, CyIIEeCTBYIOT pa3jiUdHbIe TOYKU
3peHust B Bornpoce obpasoBanusg NO y pacTeHuii, B
TOM YMCJIE O TOM, Korna u rae oopasyercss NO. Pemie-
HME 3TOr0O BOIIpOca B OOJIBIION CTEIICHU 3aBUCUT OT
TOI0, HACKOJIbKO KOPPEKTHO ONpeIesIEHO CoaepxKa-
Hue NO B kieTkax. Ceituac IIpuMeHsIeTCSI HECKOJIbKO
cnoco6oB ornpeneiieHnuss NO, ogHAKO MX TOYHOCTH
4acTO BBI3BIBAET COMHEHUE, OCOOEHHO B CBSI3U C Ha-
JIMYreM TKaHeBoM crienudpuuHocTy cuaTe3a NO. He
JIO KOHILIA M3y4YeHbl MEXaHU3Mbl BOCIPUSITUS W ITYTU
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Puc. 1. KaHoHndeckuii myTth nepenayn curHaia NO B
KJIETKaX KMBOTHBIX.

NOS — NO-cunraza; pI'll — pacTtBopumast ryaHujIaT-
muknasa; OID — bochoauscrepasa.

nepemayn curHaima NO, a TakKe TToKa HET CBeICHUI O
TOM, KaK 0o0ecreynBaeTcsl CrieliupUIHOCTb, HEOOX0-
JIuMast 1j11 KOOPAMHNPOBAaHHOTO BKIIFOYEHUST OTBETOB
Ha NO. Ha HacTosiiieM 3Tare uccijiefoBaHui repeaa-
yn curHajioB NO y pacTeHMiII MMEIOILIMECS CXEMBbI
BKJIIOUAIOT OMpPEACICHHYIO MO0 CIIeKysauuii. OnHa-
KO TaKHe acIIeKThl, KaK CTPOIUii KOHTPOJIb OMOCUHTE-
3a NO 1 ero yTujiM3anuu, BeposiTHO, CTAHOBSITCS €/1Ba
JIV He KITIOUEBBIMU TSI OOBICHEHUS crtocooHocTi NO
OTBeYaTh 3a PETYJISIIMNIO Y PACTEHUI caMbIX pa3HOO00-
pa3HbIX GU3MOJIOTUUYECKUX ITPOTrPaAMM.

Ham mpencraBiseTcst 1eecooOpa3HBIM HCKATh
OTBETHl Ha C(hOPMYJIMPOBAHHBIE BOIIPOCHI, OCHOBBI-
BasiICh Ha 3HAHMSIX, MOJIYYEHHBIX TIPU U3yYEHUN OCO-
6enHocTeil pyHKIMoHUpoBaHUsT NO y XKMBOTHBIX.
Takoif cpaBHUTETbHBIN aHAIU3 TTO3BOJUT BBISIBUTH
aHaJIOTUU Y MOAYEePKHYTh Pa3Inyusi B COBpeMEHHOM
nmoHnMaHuH poiar NO y pacTeHMIA.

HEKOTOPBIE ACITEKTbI BUOJIOTUU
OKCHIA A3OTA Y XKNBOTHbIX

IlepBoe ynmnoMuHaHUEe 0 OMOIOTMYECKO 3HAYNMO-
ctu NO oTHocurcs elie K cepeauHe XIX cronerus,
KOrIJa BOepBble ObUI CUHTE3UPOBAaH HUTPOIJIULIEPUH,
KOTOPBIM, KaK ITOKa3aJIv JAIbHEUIIINE NCCIIEA0OBAHUS,
obnamajl cocyaopaclIMpSIIOIIUMU  CBOMCTBAMU  (CM.
0030p [4]). Perynsipubie uccnemoBanust NO y KUBOT-
HBIX Havyanuch B cepeauHe 1970-x. IlokazaHo, 4TO
a3y HaTpusl, HUTPOTJIULIEPUH U razooopasHbiit NO
MOTYT aKTUBUPOBaTb TyaHWJIATIIMKJIa3y ¢ 0Opa3oBa-
HueMm Ul M® [5]. [To3mHee GBUIO YCTAHOBIIEHO, YTO B
OTBET Ha 00pabOTKYy alETUIXOJIWMHOM BHAOTEIUATb-

MAMAEBA u ap.

HbIC KJIETKU BBIIE/ISUIM TaK Ha3bIBaeMbIi “3HIOTEIM-
aJIbHBIN (pbakTOp penakcan” . HeckobKo JeT CImycTs
JIBe TpyMIlbl MCCIeaoBaTeieli He3aBUCUMO IPYyr OT
JIpyra BBISICHUJIM, YTO SHAOTEIMAJIbHBIM (PaKTOpOM
penakcanyu sBisiercst NO, KOTOPBIM CUHTE3UPYETCsI
n3 L-Apr [6—8]. C Tex TTop BO3HMKHOBEHIE MHOTUX
3a00JIeBaHUi1, B TOM YMCJIC YeJIOBeKa, CTaIM CBSI3bI-
BaTh ¢ NO, 1 B HacTosIIee BpeMsI TPYAHO HATH TAKOE
3a00yieBaHNE, KOTOpOE ObI HE aCCOLIMMPOBAIOCH C Ha-
pyureHueM romeoctaza NO. BeposiTHO, BciencTsue
aToro B 1992 . xxypHai “Science” HazBai NO MoJIeKy-
noiroga, aB 1998 . R. Furchgott, L. Ignarro u E Mu-
rad monmyunin HoOelreBcKylo IpeMuio 1o (pu3noJio-
Y 1 MeOUIIMHE 3a OTKphITHE poi NO Kak CUTHaIb-
HOM MOJIEKYJIbI B PETYJISIHAM CEPACIYHOCOCYIUCTON
CHUCTEMBI.

Oxcupa azoTa CHHTE3UPYeTCsS SH3MMaTUYEeCKU
pa3INYHBIMU KJIETKAaMU U TKAaHSIMU. Y MJIEKOITUTAI0-
X B pe3yJbraTe Ae3aMUHUPOBaHUs L-Apr cuHTa-
3011 okcuga azora (NO-cuHTaza wiu NOS) obpa3sy-
1otcst uuTpy/uiiH 1 NO (puc. 1). Y XKMBOTHBIX BblIE-
siior Tpu n3ogopMmbel NOS: HelipoHanpHble NOS
(nNOS), suporenuanbabie NOS (eNOS) n uHmyLm-
oenpabie NOS (iNOS) [9]. Bce NOS conmepxar
N-KkoHIIeBoI1 oKcureHa3Hbli 1 C-KOHIIEBOI peayK-
Ta3HbI JOMeHBbI. OKCUTeHa3HbIN JOMEH BKJIIOUaeT
muToxpoM  P450-momoOHBIN  reM-CBSI3bIBAIOIINIA
LEHTp, a TAaKXKE CailT CBSI3BIBAaHUSI TETParuapoOUo-
nrepuHa. B cocraBe penyKTa3zHOTO JOMEHA IMPUCYT-
CTBYIOT caiiThl cBsi3biBaHUs HAJI®D-H, Al u DMH.
Bce NOS akTuBHBI B BHIIe TOMOJINMEPOB, KOTOPEIE
okuciisiiotr L-Apr B npucyrctBun HAJI®-H u kucio-
pona. AKTUBaTopaMM 3TOM peaKIIMU MOTYT ObITh Ka-
THoHbl Kanblysa (g nNOS u eNOS), torma kak
iNOS KOHCTUTYTMBHO CBSI3bIBa€T KATUOHBI KaIbLIUS
¥ KaJIbMOTY/IH.

Kpome NOS TKaHU MJIEKOTIMTAIOLIMX MOTYT TIPO-
n3pogutb NO mocpenctsoM BoccTaHOBiIeHUA NO,
koMmriekcoMm 111 mnm muToxpom c-okcuaasoit (KOM-
mwiekcoM 1V) anekrpoH-TpaHcnoptHoit uenu (DTL)
MUTOXOHIPUI VI ITPU ITOMOIITA KCAHTUHOKCUAOPE-
JTyKTa3bl.

Oxkcup a3oTa, 00pa30BaBIIUICS B pe3yJibTare pa-
6otel NOS, crocobeH muddyHIUpPOBaTH OT MECTa
CUHTEe3a 1 B3aMMOJEHCTBOBATh CO CBOEH MUIIIEHBIO —
pacTtBopuMoii TyaHwiarmukiaazoir (pI'Ll), xoropas
npespaiaer ['TO B ul’ M® u nupodocdat. HyBcTBU-
TenbHOCTE pI'Ll Kk NO JjexxuT B nuara3oHe HaHOMO-
JIIPHBIX KOHIICHTpalnii, yka3biBas, uto pI'll — mep-
BuyHas muiiieHb NO [10]. U3odopmer pI'LL mpeacraB-
JISTIOT OO0 reTepoAuMephbl, cocTostiue U3 o (ol v
a2) u 3 (Bl) cyobenuHUILL, KaxKaask CyObeUHIIIA CO-
JIEP>KUT FeM 1 KaTaTUTUICCKIUE JOMEHbBI, OTBEYaIOIINe
3a cunre3 Ul M®. ITokaszaHo, uyto cBsi3piBaHE NO C
KaTMOHAaMU 3KeJjie3a B akTuBHOM 1ieHTpe pI'Ll, BeneT K
€€ CyILIeCTBEHHOM aKTUBaIM (ITOYTH Ha JBa ITOPSIIKa)
u pocty ypoBHd Ul M®D, KOoTOpHIi, Oyaydynd BTOPUY-
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HBIM MOCPEIHUKOM, BOBJICKAETCS B Pa3IMYHbIC CUT-
HaJbHBIE TIpoliecchl [11].

Oo6pazoBapmniicas Ul M® peryaupyeT pabdboTy
I’ M@-3aBUCUMBIX TIPOTEMHKNHA3, KOTOphIe (Poc-
dopunupytor cBou 6enku-cyoctpatbl. [TockoabKy
ul'M®-3aBucuMble TPOTEMHKMUHA3bI MOTYT TPaHC-
JIOLIUPOBATHCS B SIAPO, TO MPEAroaraeTcsi, YTo OHU
MOTYT YY4aCTBOBaTh B aKTUBALIMM SKCIIPECCUU T€HOB
[12]. Kpome Toro, il M® MoxXeT peryimpoBaTh pado-
Ty HIMKJIOHYKJIEOTUA3aBUCUMbIX MIOHHBIX KAHAJIOB, T.€.
BJIMSITh Ha TIOJIEpXKaHKE B KJIeTKe OajlaHCca KaTHOHOB
Kaymms 1 Kainbnus. [lepemaga curdaiza NO ¢ ygactueM
UI'M® TepMUHUpYETCSI ITOCPEACTBOM (HYHKIIMOHM-
poBanus pochoanscrepas ul M (DJ1D), KoTopkie y
MJIEKOITMTAIOIIMX COCTaB/ISIIOT MHOTOYMCJIEHHOE Ce-
MeicTBO 6eakoB. TakuM oOpa3oM, repengaya CUrHaia
NO cyuactueM pI'Ll (puc. 1), reHepupytomeit il M@,
KOTOPLII B CBOIO ouepeab akTuBupyeT 1l MD-3aBu-
CUMBbIE TIPOTEeMHKMHA3BI, TIPeICcTaBIsieT co00il KaHO-
HUYECKUH MyTh, PETYIUPYIOIINUI paboTy CEpACYHOCO-
CYIMCTOW U HEPBHOI CUCTEM, KOHTPOJIMPYIOLIUMN pe-
JIaKCaIlWIO IIAIKOM MYCKYJIaTyphl, IIepenady HepBHOTO
UMITYJIbCa, a TAKXKE arperauio TpOMOOIIUTOB.

B nocnegHee BpeMsi HaKOMUJIOCh MHOTO JJOKa3a-
TeNbCTB cyiiecTBeHHOW ponu NO y pactreHuii. Ilo-
CKOJIbKY >KMBOTHbIE U PACTEHMS pa3anyatoTcs 1o op-
raHu3aluu X TKaHEW U OpraHoB, HEYAWBUTEIBHO,
YTO y paCTeHUU MMEIOTCSI KaK CXOJICTBA, TaK U OCO-
oennoctu omoxumuu NO. Bmecte ¢ teM, ciaemyer
MOAYEePKHYTh, YTO KpalitHE ONTPOMETYMBO MPUMEHSITh
rapaaurMbl, IPUTOIHbBIE 151 KJIETOK XKUBOTHBIX, TTPU
ucciaenoBaHum aevicteust NO Ha pacteHus. Jlanee
MBI TTOKaXeM, YEM OTJIMYAIOTCI MEXaHU3MbI CUHTE3a,
BOCIIPUATUS U Tlepeaauu curHajga NO y pacTeHU u
SKUBOTHBIX.

OBPA3SOBAHHME U YTUIN3ALNWA OKCHUIA
A30TA B KJIETKAX PACTEHUU

Kak ckazaHo BhbllIIe, y XXUBOTHBIX NO o0Opa3syeTcst
u3 L-Apr nipu nomoniu NOS. B aHHOTHPOBaHHBIX
TeHOMaXx pacTeHUii, B ToM uuciie Arabidopsis thaliana,
OTCYTCTBYIOT T€HBI, TOMOJIOTUUYHBIE TeHaM NOS ku-
BOTHBIX [13]. Cpeau pOTOCUHTE3UPYIOLIUX OPTaHU3-
MOB TOJIbKO y OJIHOKJIETOUHOI 3eJIeHOW BOAOPOCIU
Ostreococcus tauri ooHapyXXeHa (PYHKIIMOHAJIBHO aK-
tiBHast NOS, kotopast Ha 45% romonornana NOS
yenoBeka [14].

Ho naenrnduxkanuu NOS y O. fauri mouck NOS-
3aBucuMoro cuHTe3a NO y pacTeHUIt He TIPUBEJ K MO~
JIyIEHUIO CKOJIbBKO-HUOYAb 3HAUYMMBIX pPe3yJIETaTOB.
Tak, B 2003 1. mosiBUIach padboTa, B KOTOpPOi1 coo0I1Ia-
Joch 0 MytaHTe A. thaliana Atnosl co CHUKEHHBIM
cuaTte3oM NO [15]. KnoanpoBaHne MyTaHTHOTO TeHa
rmokaszajo, 4to 6esjok AtNOS1 — romosior NOS Helix
pomatia. OMHAKO JaJbHEUIINE UCCISA0BaHUs HE BhI-
SIBWJIM HeIlocpencTBeHHOro orHomeHus AtNOSI1 k
cunte3y NO [16]. YcraHoBieHo, uro reH AtNOS1 xo-
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Puc. 2. [Tytu o6pazoBanust u yrunuzauuu NO y pacTeHUil.

CuAO — Cu-amuHookcugaza; COX — LIUTOXPOM Cc-0OK-
cunaza; GSH — rimyratnon; GSNO — S-HUTpo3oriIyTa-
TuoH; GSNOR — S-HuTpo3oriIyraTUOHpEIyKTa3a;
GS(O)NH, — rnyrarnoncynspunamun; GSSG — nyra-
TuoHaucyibdua; Ni-NOR — nHurpur-NO-penykrasa;
NOS — NO-cunra3za; NR — Hutparpenykrasa; nsHb — He-
cuMmbunoTrdeckue reMoriaoomHel; ONOO™ — mepokcu-
HUTPUT; Prx — nepokcupenokcuH; XOR — KCaHTUHOKCH-
JIOpeayKTasa.

nupyer I'Tdazy, koTopast HalpsIMyl0 He CBsI3aHa C
cuare3zoM NO. BenencrBue storo AtNOSI1 noxyynn
HoBoe HazBaHue: AtNOAl (NO-Associatedl) [17].
W3yyeHune CTpyKTYpbl, BO3MOXKHBIX (DYHKIIMI U BHYT-
pukiteTogHoM Jiokamm3anu AtNOA1 11o3BomiIo 3a-
KJTIOUHUTh, YTO 3TOT OEJIOK HE TOJILKO JIOKAJTU30BaH B
TUIacTUAAX, HO MOXET y4acTBOBaTh B PETY/ISILIUM CUH-
Te3a Oesika B xjoporacTax [18]. Heab3st CKITIOUNTD,
YTO TIOHWXKEeHHass mpomykuusi NO y MyTaHTOB
Atnos I — pe3yabsrar HapyllleHUil B paboTe XJIoporLia-
ctoB u3-3a norepu AtNOAI ero ¢pyHKIMIA, a XJI0pO-
IUTACTBl MOTYT WUTIpaTh BaXXKHYIO pPOJb B PETyJISILMU
ypoBHsI NO B KjIeTKaX pacTeHUIA.

Ceiiuac WM3BECTHO W/WUIW TIpeAriojiaraeTcsi He-
CKOJIBKO cIoco0oB obpazoBaHusi NO y pacTeHMi
(puc. 2). IlocnenoBareJbHOCTh OMOXUMUYECKUX TIpe-
BpalllecHUI, B pe3yJibTaTe KOTOphIX oOpasyercss NO,
MOXHO pa3fAeIuTh HA OKUCIUTEbHbIN 1 BOCCTAHOBU-
TeabHbIN ITyTH cuHTe3a NO. K oKucauTebHOMY ITyTH
otHocutcsd cuHTe3 NO mpu ITOMOIIIM He MICHTU(PU-
mupoBaHHoro NOS-1mogmo6HoOro epMeHTa, a TakxKe
cuHTe3 NO u3 nosunaMuHoB. 1o BoccTaHOBUTEIBHO-
My sH3UMaTtudeckomy Iyt NO CUHTE3UpyeTCs Mpu
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nomoiu HuTparpeaykrassl (NR) wim sHutput-NO-
penyktasbl (Ni-NOR). Kpome Toro, B 3ToM MyTu MO-
IyT pabortaTh cuHTe3upyomue NO u3 HUTpUTa Te-
pOKCcHCOMHasl KcaHTUHOKcumopeaykraza (XOR), a
TaKKe MUTOXOHIpUAIbHASI IIMTOXPOM C-OKCcuaasa
(COX). danee paccMOTpUM IIOApOOHEE OCOOEHHOCTHU
paboTtel oooux 1yTeii cmHTe3a NO y pacTeHMId.

OKucnenue noasuamuHos

M3BecTHO, YTO B OTBET Ha aOMOTUYECKIUE U OUOTH -
YecKUe CTPECCOpPhbl Y PACTEHUI YCUIIMBAETCSl CUHTE3
MOJMAaMUHOB UM yBeJnunBaeTcs npoaykiusts NO. O6-
paboTKa IIpOpOCTKOB A. thaliana 3K30re HHBIMU T10JIN -
aMUHAMM TaKKe BeleT K YBEJIMYEHMIO BBIICICHUS
NO, a cpenu ucciieTOBaHHBIX TTOJIJMAMWHOB CITEPMUH
HauboJiee aKTUBHO CTUMYJIMpPYeT BoiaeeHue NO [19].
dusnonornyeckoe 3HaYeHUE, a TAKXKe TOYHBIE OUO-
XMMUYECKHEe MexaHu3Mbl cruHTe3a NO u3 mojuaMu-
HOB M3y4eHbl HeTocTaToYHO. OIHAKO IIpeanoaaracT-
cs1, uTo y A. thaliana 3a cuaTe3 NO M3 HOJIMaMUHOB,
o0pa3zoBaHMe KOTOPBIX BO3pacTaio, HalipuMep, mocie
00paboTKM pacTeHUit a3k3oreHHO ABK, MoxeT oTBe-
yatb Cu-amuHookcugasa (CuAO) [20]. Apyroit Bo3-
MOXHBIM KaHAMAAT — YYacTBYIOIIAS B Aerpagalivud
MOJIMaMWHOB MOJIMaMUHOKCHIa3a, aKTUBHOCTDb KOTO-
poii cHmKajach B IIpUCyTcTBMM mHruoumropa NOS
L-NAME (N(G)-nitro L-arginine methyl ester) [21].

Boccmanoenenue numpuma
do NO numpampedykma3soii

HauGonee xopolllo moOHMMAaeMbBIii W TOAPOOHO
M3y4eHHBIN MexaHu3M oopa3zoBaHus NO y pacTeHuit
cBs13aH ¢ padoroii NR, koTopas tokain3oBaHa B I[IU-
TOIJIa3Me M KaTajlu3upyeT peakliMio BOCCTaHOBJIE-
HUsI HUTpaTa 10 HUTpUTA ¢ ucrionb3oBannem HAJI-
-H B KauecTBe 1oHOpa 3aeKTpoHOB. Kpome 310i oc-
HOBHOM peakiinv, NR MoXeT KaTaau3upoBaTb BOC-
ctaHoBJieHue HuTpuTta 10 NO.

Y A. thaliana NR xomgupywoT aBa reHa NIAI u
NIA2, a pepMeHTaTUBHASI aKTUBHOCTh OeJIKa KOH-
TPOJIMPYETCS Ha HECKOJIbKMX YPOBHSIX: aKTUBHOCTD
NR yBenuuuBaetrcs mo mepe pocta ypoBHsi MPHK,
Opyu B3auMopAeicTBum ¢ 14-3-3 OenkaMm, a Takxke
Onarojapsi MOCTTPAHCIASIIMOHHBIM MOAUMUKAIIUSAM
[22]. Tlpm wucciegoBaHUM ABOMHBIX MYTaHTOB
A. thaliana niaInia2, y KoTopbIX 1 ypoBeHb L-Apr, u
NR-akTMBHOCTBH CYIIECTBEHHO CHWIKEHBI, ITOKa3a-
HO, 4To NR oTBeuaer 3a cuHTe3 NO npu ABK-uH-
OYOUPOBAHHOM 3aKphIBAHUM YCThUII [23], neduiim-
Te Kucaopopga [24], a TakKe TIpM OTBETe pPaCTECHUIA
Ha HU3KOTeMIIepaTypHBIii cTpecc [25, 26]. BaxHo
noA4YepKHYTh, YTo NR yyacTByeT B akKyMyJSILIUU
NO He TOJIBKO B OTBET Ha a0MOTUYECKUE CTPECCO-
pbBI, HO TaKXXe U B OTBETaX Ha HEKPOTPO(HBIE MaTo-
reHsl [27].

Henb3s 3a0biBaTh, yTo NR mMeeT BbICOKYIO ad-
(GUHHOCTB K HUTPATY, HO MOXKET TepeKII0YaThCcs Ha
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WCITOIb30BaHNEe HU3Koah(PUHHOro cydocTpaTra HUT-
puta. BocctanoBiaeHue HuTputa NR B HOpMabHBIX
YCIIOBUSIX COCTaBJISIET TOJABKO OKoJIo 1% ot BoccTa-
HOBJIEHMSI HUTpaTa, OJHAKO OHO YCUJIMBAETCS B TOM
cliyyae, Korga BO3HMKAaeT HEIOCTAaTOK KMCJIOopo.a,
M30BITOK HUTPUTA, a TakKe cHukaeTcs pH [28]. Ta-
KuM obpaszoM, oopaszoBanre NO mpu nmomomu NR
MOXXHO peryJupoBaTh Ha YPOBHE MOCTYILJICHUSI HUT-
paTa 4epe3 HUTpaTHbIC KaHaJbl, IIPY IIOMOIIU ITOCT-
TpaHCIIIUOHHOM Moaudukanuy NR, mocpeactBom
BIUSIHUSI Ha JOCTYIMHOCTb HUTPUTA U MPU U3MEHE-
HUU BeJmunHbI pH 1 ypoBHS Kuciiopona.

Humpum-NO-pedykmasza (Ni- NOR) kamanuzupyem
eHexnemouHoe oopazosanue NO

OTOT (hepMEHT JIOKAJIM30BaH B MIa3MaTUUeCKOM
MeMOpaHe, B YaCTHOCTU KJIETOK KOPHSI, U TaK XKe, Kak
NR, xaTaiusupyer BOCCTAaHOBJIEHUE HUTpPUTA 10
NO. Onrtumym pH Ni-NOR (~6.1) 61130K K 3Ha4e-
HusM pH amorracta. Hutput, mpomsBeneHHBIN
NR, 1160 nocTynuBIINI U3BHE, BOCCTAaHABIUBAET-
cs Ni-NOR no NO, KoTopblii JIerKO MPOHUKAET B
KkJeTky. OnucaHHas 1ocJieloBaTeIbHOCTh COOBITUMA,
KakK TMPeArojaraeTcsi, MOXeT CIYKUTb CUTHAJIOM O
JOCTYITHOCTU HUTpaTa B mouse [29].

Lumoxpom c-okcudaza (COX) eoccmanasaueaem
Humpum 0o NO 6 MUmoxoHopusx

B MUTOXOHAPUAX paCTUTENBHBIX KJIETOK IIPU TH-
TMTOKCHUM MOXeT HabmonaTtbest cuHTe3 NO M3 HUTpUTa
[30]. Ha BbIAEIEHHBIX MUTOXOHIPUSIX PACTEHUM SI4-
MEHsSI U puca YCTaHOBJIEHO, YTO BOCCTaHOBJICHUE
Hutputa 1o NO HapyiaeTcs o AeiCTBUEM WHTH-
OUTOPOB aJbTepPHATUBHOI OKCUIA3bl, a TAKXKE UHTH-
ouropoB komiuiekcoB 111 u IV BDTL MmuTtoxoHapuii.
DT IaHHBIE yKa3bIBalOT Ha BoBiaedeHHOCTH ODTII
mutoxoHapuii B cuHte3 NO [30, 31]. Ceiiuac mpuHsI-
TO CUMTATh, YTO OMHUM U3 OCHOBHBIX ITYHKTOB CHUH-
Te3a NO B MutoxoHapusax saBasiercss COX.

Kcanmunokcudopedykmasa kamanusupyem
soccmanognrenue Humpuma do NO 6 nepokcucomax

Kcantunokcunopenykraza (XOR), orBeuaronias

y XXUBOTHBIX 3a oO0pazoBaHue NO 13 HUTpUTA, COAepP-
xuT atrom monmomena, ®AJl un nBa Fe,S, meHrpa.
DTOT (bepMEHT KOAUPYETCS OJHMM Te€HOM B (opMe
KcaHTuHaeruaporeHasbl (XDH), Tak 4To B KjieTKax
XOR cymiecTByeT Ti1aBHBIM oOpa3oM B Bume XDH.
OpnHako B pe3yJibTaTe 00paTUMOI0 OKMCICHUS aMU-
HOKUCJIOTHBIX OcTaTKOB Ll1c 1/Mim orpaHUYeHHOTO
nporeonu3a XDH kKoHBepTUpyeTCsS B KCAaHTUHOKCH -
nazy (XOD) [32]. ¥V pacrenuii ropoxa XOR obHapy-
JKeHa B II€pPOKCHUCOMax JIMCThEB, IAe Mpeodsagaro-
meii popmoit pepmenTa sasisiercss XOD [33]. Y xu-
BOTHBIX IIpU Ae(UINUTE KMCJIOPOAa B MPUCYTCTBUU
Hutputa XOR kartanusupyet oopaszoBaHue NO, uc-
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nose3ysd HAJI-H mim KcaHTHMH B KadecTBE JOHOPOB
9JIEKTPOHOB. B a3pOOHBIX YCIOBUSIX B MPUCYTCTBUU
DA]JI obpasyeTcsi CyrepoKCUl-aHUOH paguKas, KO-
TOpbIi MOXeT pearupoBath ¢ NO ¢ obpazoBaHUEM
repokcuHuTpuTa. TakuM oOpa3om, y pacTeHUI Io-
cpenctsoMm ADOK u NO, koTopble (hyHKIMOHUPYIOT
KaK CUTHaJIbHBbIE MOJIEKYJbI, MEPOKCUCOMBI MOTYT
0OMeHMBaThCS MHMOPMAIIUEN C IPYTUMU KJIETOUHbBI-
MU KOMITapTMEHTaMU.

I[IpyHuMass BO BHMMaHME JIOKaJIu3aldlo Tepe-
YHUCJIEHHBIX (DEPMEHTOB, MOXHO 3aKJIOYUTh, 4TO Y
pacteHuit NO MokeT 00pa30BbIBATHCSI B MUTOXOH-
IpUsiX, TIepoKCcHUcoMax, LIMTO30Jie 1 aroracre. Ta-
Koe paszHoobOpasue ¢GepMEeHTOB U CIIOCOOOB CUHTE3a
NO MoxeT yKa3bIBaTh Ha BO3MOXHOCTh TOHKOU pe-
TYJSIUMU CUHTe3a U HakoTieHUs1 NO ITpu BO3HUKHO-
BEHWHU PA3JIMYHBIX CUTYallUi B XKNU3HU PACTECHUS.

PaccmarpuBas mytu cunte3a NO, Obu1o OBl He-
MPaBWJIBHO HE CKa3aTh O TOM, YTO pabOTHI, HAIlpaB-
JIEHHbIE Ha MOUCK y pacTeHUl (hepMEHTOB, CITOCO0-
HBIX OCYIIECTBIISATh Apr-3aBUCUMBIT cuHTe3 NO, He
MOTePSUTN aKTyaTbHOCTh. OTHAKO ITOAYEPKHEM, YTO
HEOOXOAMMO KPUTHMYECKU OLIEHUBATh IOJIydacMble
pe3yabTaThl, OCOOEHHO B TEX CIyJasiX, KOrma O CUH-
Te3e NO cyndaT 1Mo KOJMYECTBY LUTPY/IINHA, KOTO-
pbIii MOXXeT 00pa30BBIBAThHCS KaK B pe3yJibTaTe pabo-
Tbl NOS, Tak U apruHUHCYKLIMHAT-11a3bl [34].

¥V pacTeHUii, KaK U y APYTMX OPraHU3MOB, HAN0O-
Jiee 3HaYMMBIM pe3epByapoM NO gBisgercs S-HUTpo-
3ornytatioH (GSNO). Okcua a3oTa MOXET pearupo-
BaTh ¢ ryratuoHoM (GSH) ¢ o6pazoBannem GSNO,
KOTOPBII B CBOIO 0Uepeb MOXET CHOBA CITY>KUTh 10-
HopoMm NO B kietke (puc. 2). Otmetum, yro GSNO
CITOCOOEH JTMOO CIIOHTAaHHO PACIIETUISIThCS C BbIIE-
sneHueM NO, 1u6o npu oMo GSNOR mMetaboiu-
3UPOBATHCS C 0OpPa30BaHUEM OKHUCJIEHHOIO TJIyTaTH-
oHnucynbsduna (GSSG), NH; u ryratuoncynbdu-
Hamuga (GS[O|NH,) [13]. S-HurtposoriyrtaTuoH
MOXET TPAHCTIOPTUPOBATHCS U3 KIETKU B KJIETKY, UT-
pas y pacTeHHU# pojb “TpaHCIOPTHOIO cpeiacTna’”
st NO. BaxkHO OoTMETMTb, YTO KOHTPOJIUPYEMBbIit
gsnor ypoBeHb GSNO mpencrapisieT co00ii CIIocoo,
MOCPEICTBOM KOTOporo repemada curHaia NO mo-
>KeT MOAABJISITbCS, UTO MOKa3aHo Ipu usydyeHuun GS-
NOR mytanToB [13]. Takum ob6pa3om, ogHa 1 Ta XKe
mosiekyiaa (GSNO) MOXeT CIIyXXKUTb KaK CPEeICTBOM
YTWIM3ALUU, TaK U BTOPUYHBIM JoHOpoM NO.

ITockonbky cogepkaHue NO B TKaHSIX 3aBUCUT
He TOJIBKO OT CKOPOCTH 00pa30BaHUsI, HO U OT 3¢-
dextuBHOCTH yaaneHus NO, cieayeT pacCCMOTPETh
anprepHaTUBHBIM GSNOR cnoco6 yrunuszaiyu NO
(puc. 2).

B netokcukaiium NO y pacTeHUI y4acTBYIOT He-
cumbunoTudeckue remMorioouHsl (nsHb). Onu otan-
4yaroTcs OT JITTeMOTJIOOMHOB (MAEHTUYHOCTh HYK-
JIEOTUIHBIX MOCIEI0BaTeIbHOCTEN KOIAUPYIOLINX UX
reHoB He BoItne 40%), He conepxxatr HAI® n dpraBn-
HOBOTO IOMEHOB (B OTJINYME OT (PJ1aBOreMOIIOOMHOB
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OakTepnii M IPOXKIKEN) M 0OOHAPYKMBAIOTCS BO MHO-
I'MX OpraHax pacTeHUi1: KOPHSX, JIMCThSIX, LIBETKAX U
cUMOUOTUYECKUX KITyOeHbKax [35]. ¥ pacTeHuii Bbl-
IensoT Tpu Kiaacca nsHb, mpmuem HamOoIbIIMIA
BKiaa B yrwiusauuio NO BHocsar nsHb mepsoro
KkJtacca. [ aTux 0eJIKOB XapaKTepHO KpaliHe BbICO-
Koe cpoacTtBo K kuciopony (Ky, okono 2 HM), uro
MO3BOJISIET UM BBIMOJIHSATH CBOU (DbYHKIIMU U B YCJIO-
BUSIX TUIokcuu. CBsi3aHHBINM ¢ KucjiopogoM nsHb
CTAaHOBUTCSI CIIOCOOHBIM pearupoBatb ¢ NQO, 4TO
IPUBOIUT K 0Opa3oBaHUIO HUTpaTa U METTEMOILJIO-
O1Ha, KOTOPBI 3aTeM JOKEH OBbITh BOCCTAHOBJICH,
HarpuMep, IMTO30JIbHOM MOHOAETrnapoackopoarpe-
JIyKTa3oii [36].

Takum obpaszoM, ntorosas kKoHueHTpauuss NO B
KJIETKE 3aBUCHUT HE TOJILKO OT pabOThI ITyTeli CUHTE3a
NO, HO 1 0T eTro yTHan3auuu npu moMmouiy nsHb, mo-
CTYmHOCTH TiaytatnoHa u akTtuBHocT GSNOR.
BmecTte Bce 3TM MeXaHU3MBI TTO3BOJISTIOT U3MEHSITh
KOHLIEHTPALIUIO, OPTAHHYIO U BHYTPUKJIETOUHYIO JIO-
Kanu3aliiio, CKOPOCTb HAKOIUICHUST U BpeMs KM3HU
NO, 4TO TO3BOJISIET PAaCTEHUSIM MPOSIBISITH BeChbMa
pa3Hoob6pa3Hbie oTBeThI Ha NO.

PACTEHUA U OKCUJ A3OTA

Hauboinee mmpoxo u3BectHa poiab NO mpu 3apa-
KEHUU pacTeHUsI 0aKTepUsIMU 1 rpudaMu. YCTaHOB-
JIEHO, YTO MpU 3apaXeHUM pacTeHUsT oOpasyeTcs
NO, npudeM 3TO CIIpaBeIMBO KakK IUISI OMOTpod-
HBIX, TaK 1 UISI HEKpOTPO(pHEIX nmaroreHoB. Hampu-
Mep, mokKazaHo oopaszoBanne NO B pacTeHUSIX IKyTa
npy 3apaXeHUuu ero Hekporpodbom Macrophomina
phaseolina |37]. Ha nipumepe A. thaliana nccnenoBa-
HO obOpaszoBaHnue NO, MHIYLMPOBAHHOE pPa3HBIMU
ouorpodamu: Golovinomyces orontii, 3pHeKTUBHO
nopaxarIlMm pactenue, u Erysiphe pisi, K KorTopomy
pacrenust A. thaliana ycroitumBel [27]. BerssBiueHo,
YTO MPU 3apaxkeHuu pactenus G. orontii cogepxaHue
NO B KJ1eTKax pe3Ko BO3pacTaer, IocJje Yero J10BOJIb-
HO OBICTPO BO3BpallaeTcs K IIPEKHEMY YPOBHIO, TO-
raa Kak npu 3apaxkeHuu E. pisi otMedanu 6osiee Ipo-
JIoJKUTeIbHOe yBennueHue KonmyectBa NO. Ha oc-
HOBaHMU OTHUX OAHHBIX aBTOPHI [27] BbICKa3zaau
COOOpakeHUST O TOM, UTO C 3TUM 3(PPEKTOM CBsI3aHa
0osiee BbICOKAsl YCTOWUUBOCTDb A. thaliana x E. pisi,
geM K G. orontii. OHY IPEAMIOI0XKWIN, YTO CaM I1aTO-
reH (G. orontii) UMEET 3allIMTHbIE MEXaHU3MBbI, YAaJIsI-
e NO UM MHTUOUpPYIOIIME €ro HaKOIUICHUE.
JJ1s1 IpOBEPKM 3TOTO IIPEAIIOIOXEHNS OHU UCCIEI0-
Bayi1 BiiustHUe 1oHOopoB NO Ha 3apaxkeHne pacTeHUWt
G. orontii n Habmomanu, 4To JoHopsl NO 3aMemIsTIoT
pa3BuTHE OOJIC3HU.

IIpu 3apaxenun pacteHnss NO criocobeH MHAY-
LMpOBaTh PabOTy 3alUTHBIX CUCTEM — BIUIOTH MO
IIPOrpaMMUPYEMOMN KJIETOYHOU CMEPTU, TIOSTOMY Y
HEKOTOPBIX ITaTOIeHOB, HanpuMmep, Erwinia chrisan-
themi, CyleCTBYIOT CITOCOOBI OOpPBHOBI ¢ HAKOIUICHU -
eM NO. M=I yxxe oTMedaiau, 4To 3a yruiauszanumo NO
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B XKMBBIX CUCTeMaX OTBEYalOT TeMOIJIOOMHBI ((h1aBo-
reMorjioouHbl 0akTepuii 1 nsHb pacreHuit), KoTo-

poie okucstior NO no NOj . [TokazaHo, yTo Hapylie-
Hue cuHTe3a ¢raBoremoriioonHa HmpX y 6akrepuit
E. chrisanthemi npuBoauiio K HakoruieHUo NO y UH-
dupoBaHHOTO pacTeHus. B cBoo odyepenb y pacTe-
HUSI-XO3sITMHA HAOJII01a1ach peakiins TUTITePIyBCTBU -
TeJIbHOCTH, YTO BEJIO K MOTepe OaKTepUsIMU MaTOTeH-
HoctH [38]. OnHako B ciiyyae 3apakeHUs pacTeHUsI
HeKkpoTpodaMu THOETb KJIETOK He SBISETCS TTOMe-
X0l 111 pacrnpocTpaHeHUsl maTtoreHa. Bo3moxkHO,
WMEHHO TI03TOMY HEKOTOpBIE TPHUOBI, HAIpUMED,
M. phaseolina, criocoOHBI caM1 IPOAYLIMPOBATh 3HA-
yuTeabHbIe KoandecTtBa NO [37].

W3BectHO, yTO NO MOXET UTPaTh BAXKHYIO POJIb 1
npu abuoTuveckom crpecce. [TokazaHO CTUMYIUPY-
founee aevictBrue NO Ha 3aKpbIBaHUE YCTHUIL JIMCThEB
MIIEHUIBI TIPU 3acyXe, KOTOPOE COIPOBOXIAIOCH
CHMXXEHHEM YPOBHS TPaHCIIMPALIU U TTOBBIIIIEHUEM
YCTOMYUBOCTU pacTeHuit [39].

Oxcup a3oTa HEOOXOOWM JISI aJarnTallud pacTe-
HUIA K HU3KUM Temiieparypam [25]. Cyns mo tomy,
YTO JBOWMHOIM MyTaHT o reHaM NR nialnia2 xyxe
BBIAEPKMBAJI HU3KME TeMIepaTypbl M IIPU 3TOM HE
MIPOAYLMPOBAJ MOBEIIIEHHOro KonmdecTBa NO, Kak
3TO AeJIay pacTeHUSI JUKOIo TUIIa, HakoreHrue NO
IIpU MOHMKEHUH TeMIlepaTyphl o0yciiaBiuBaeT NR.

Apnantauysl K IOBBIIIEHHON KOHIEHTpPALMU Ts-
JKeJbIX METAJIJIOB TaKXKe MOXKET OBITh cBsi3aHa ¢ NO.
BrigBieHo, uyTo KuHeTnKa HakoraeHsT NO B KOpHSIX
MIIEHUIBI YYBCTBUTEJIBHOTO U YCTOMYMBOIO K W3-
OBITKY aJTIOMWUHUSI COPTOB Pa3lIMYAeTCS: B KOPHSIX
YCTOMUYMBBIX PACTCHUM yBeJIMUCHUE KOHLIEHTPALUU
NO HabGmoganu yxe yepe3 3 4 BO3ASCTBUS, TOrma
KaK y YyBCTBUTEJIbHBIX — TOJBKO 4Yepe3 12 4. Kpome
TOoro, oopadborka mJoHopoM NO npuBoaHniIa K yMEHB-
LIEHUIO TAKUX ITPOSIBJICHNI (PUTOTOKCUIHOCTHU ajIio-
MUHUS, KaK YKOpPOYEHNE KOpHEil, 00pa3oBaHME Kajl-
no3bl, cuHTe3 ADK 1 HakoruieHue MJIA y pacTeHmit
oboux coptos [40].

Bwmecte ¢ TeM Henb3st 0O0UTH BHUMaHUEM U TOT
daxkT, uto NO B pacTeHUM CUHTE3UPYETCSI HE TOJIb-
KO B OTBET Ha BO3HEHCTBUS CTpeccopoB [41—43].
DTO 03HAYaeT, YTO €T0 BIAUSHUE PACIIPOCTPAHSIETCS
ropasao Iu1pe OAHOIO JUIIb YYaCTUS B TPUCITOCOO-
JIEHMU PACTeHUM K HeOJIarONPUSTHBIM YCIOBUSIM.
Ha mpumepe ToMaToB moKa3aHo, YTo 00paboTKa J10-
HopoM NO cTtumynupoBajia oOpa3oBaHUE U POCT
OOKOBBIX KOpHEl, UHTUOUPYS TIPU 3TOM POCT TJiaB-
Horo KopHs. [Ipu nodbaBaennn ckaBeHmkepa NO —
2-(4-kapbokcudenun)-4,4,5,5-reTpaMmeTUINMUIA-
30711H-1-okcui-3-okcuaa (cPTIO) — obHapykeH-
HBIA 3 dexT cHmxkaincsg [41]. ITpn momormm diryo-
PECLIEHTHOM MMKPOCKOMUM BBISIBJICHO JIOKAJIbHOE
yBesimueHue KoHueHTpauuu NO B mpuMopausix 60-
KOBBIX KOpHe#t TomaToB. TakmMm oGpazom, NO —
BHYTPUKJIETOYHBIA PETYyJSITOpP, BAUSIOIIMN Ha ap-

MAMAEBA u ap.

XUTEKTYPY KOPHEBOI CHCTEMBbI, KOTOpasl CTAHOBUT-
cs1 0oJiee KOPOTKOM U pa3BeTBIeHHOM [41].

Oxkcug a3oTa CIoco0eH MOOYJIMPOBAaTh IIPOSIBIIS-
HUe GU3NONTOTUYECKUX PeaKI1ii, 3aBUCSIIIUX OT CBE-
Tta. B rTemaHore NO cTuMynaupoBai IpopacTaHUE Ce-
MsIH canata (Lactuca sativa), WTHIyUUPOBaJl CUHTE3
xjopoduiia B JIUCTbSIX MUIEHULbI, WHTMOUPOBAI
YIUIMHEHMEe TUIIOKOTHIIEH cajlata 1 KapToders [44].

B peanuzauum npolecca caMOHECOBMECTUMOCTH
npu onbluieHNN Takke ydactByeT NO. Ilpm camo-
ONBIJICHUM CAMOHECOBMECTUMBIX PACTEHUI OJIUBBI
Bo3pacTaiu KoHIeHTpauuu NO U cyliepoKcua-aHM -
OH paguKajia B ITbUIBLIEBBIX 3€pHAX, UYTO BHI3BIBAJIO
o0pa3oBaHMe NEPOKCUHUTPUTA, HUTPHUPOBaHME OeJI-
KOB U IIPOTPAaMMHUPYEMYIO KJIIETOYHYIO CMEPTh IThLIb-
eBBIX 3epeH [43].

Okcua a3oTa MOXET HaKaruiMBaTbCsl U Mpu o0pa-
30BaHMU KI1ybeHbKoB. Hanmpumep, rmokasaHo yBeau-
yeHue KoHUeHTpauuu NO B oOpasyloluxcsl Kiy-
o0eHbkax Medicago ftruncatula, VHAYIVMPOBAHHBIX
Sinorhizobium meliloti [42]. VIcKycCTBEeHHOE CHIXKE-
HUe KoHlLeHTpauu NO B KOPHSIX KakK MpU MOMOIIU
cPTIO, Tak 1 mocpenacTBOM YCWJIEHUSI 3KCIIPECCUU
TeHOB OakTepualbHBIX (JIABOTEMOTIIOOMHOB IO/
KOHTpPOJIEM CIelIU(PUIHOTO TSI KITyOeHBKOB IMTPOMO-
Topa, 3alepXuBajgo obpa3zoBaHUe KIyOeHbKOB. Ha
OCHOBaHUWU 3TUX JJAHHBIX MOXHO CJI€J1aTh BbIBOJ, UTO
NO HeobxoauM U MpU YCTAHOBJIEHUM CUMOUOTUYE-
CKMX OTHOILLIEHUM.

Takum o6pazom, NO obOpasyeTcss U BbINOJIHSIET
BaXKHbIC PETyJISITOpHbIE (DYHKIUU HE TOJBKO IIpHU
BO3ACUCTBUU PA3IUYHBIX TUIIOB aOMOTUYECKOTO U
GUOTUYECKOTO CTPECCa, HO M Ha pa3HBIX CTAIUSIX pa3-
BUTUSI PACTUTEIBHOIO OPTaHN3MAa, a TAKXKE TIPU B3a-
WMOJEMCTBUU pacTeHusI ¢ cuMonoHTtamu. ClieqoBa-
TeJIbHO, B OHTOTeHe3e pacTeHuii NO BOBJieKaeTcs B
OTBETBI HA CTPECCOPbI PA3TNYHOM IIPUPOALI, HO HAV-
0oJiee BaxKHO TO OOCTOSTENBCTBO, uTO NO — Herpe-
MEHHbBI YYaCTHUK peanu3aluuu (pU3NM0I0TrMYECKUX
MHpPOrpaMM U B OTCYTCTBHE CTPECCOB.

METOAbI OTTPEAEJTEHUWA
OKCHIA A3OTA

Ilomo6HO BceM perynasaTopaM pocTa pacTeHUM
KoHueHTpauusa NO BaxkHa 1JIsI TPOSIBJICHUS €ro e -
ctBus [45]. B cBSI3M C 3TUM aKTyaJabHOI IIPOOIEMOI,
TpeOylomieil BHUMAaHUS, SIBISIETCS aaeKBaTHOCTH
npuMeHsieMbIX s onpeaeaeHuss NO metonoB. O~
HAaKO ITIOYTHU BCE ITOIXOAbI, ITPaKTUKyeMble B HACTOSI -
1ee BpeMsi, He JIMIIIeHbI HEIOCTaTKOB.

OgHUM 13 HanboJIee CTaphbIX CIIOCOOOB OIpeesie-
Husg NO sBIIsieTcss MeTO, OCHOBAHHBIN HA MCITOJIH30-
BaHUM peakTuBa [pucca. B atom ciyyae NO oxkucsi-
etcst 1o NO, , KOTOPBII pearnpyer ¢ CyTh(haHWIOBON
KMCJI0TOM U HaDTUIAMUHOM MPU HU3KUX 3HAUCHUSIX
pH, oGpasys azokpacutenb — CTaOMILHOE BOgOpac-
TBOPUMOE€ BECIICCTBO C MaKCHMMYMOM IIOIVIOLICHUWA
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npu 540 HM, KOTOPO€E MOXKHO ONPEICIISITh CIIEKTPOdO-
ToMeTpudecku [45, 46]. UyBCTBUTEIBHOCTh 3TOTO Me-
TOJAa HEBEIMKA, OOHAKO MOXET ObITh ITOBBIILICHA ITy-
TeM MpUMEHEHUS “TIPOTOYHON cucTeMbl”’, Korma NO,
BbIIEJISIEMBIA PACTEHUEM WJIM KYJIBTYPOI KJIETOK, I10-
nagaeT B IpUHUMAIOIIWI COCYyH, B KOTOPOM TIpOTEKa-
er peakuus Ipucca, 1 a3oKpacuTe b HaKarInBaeTCs
1o mepe noctyrieHuss NO B cocyn [47].

Jlpyrum cIrmocoboM HM3MEpeHMsT KOHIIEHTpalliu
NO gBnsieTcss MCMHOJB30BaHUE OKCUTEMOTJIOOMHA,
KoTopblli B3auMoaeiictByeT ¢ NO ¢ oOpa3oBaHUEM
METIreMOIJIOOMHA, YTO NPUBOIUT K CMEIICHUIO MaK-
cuMmyMa nomiouleHus [46]. Ilpenen 4yBCTBUTENLHO-
CTH JAHHOTO METOAA JICKUT B 00J1aCTM HAHOMOJISIP-
HBIX KoHLIeHTpanuit NO, 0OTHaKO ero CyIleCTBEHHBIM
HEIOCTaTKOM SIBJISIETCSI CITIOCOOHOCTh OKCHUTE€MOTIJIO-
ouHa pearupoBaTh ¢ ADK, 4To CHMXKAeT TOYHOCTh U3-
MEpEHMsI U IPUBHOCUT OIIMOKM B OIIpeIe/ICHUE CO-
nepxanus NO.

OueHB IOIYISIPHBIM U KOMMEPYECKH JOCTYITHBIM
METOAOM onpeaeieHusI TazoodpasHoro NO sBisercs
XEMWTIOMUHECLIEHTHBII MeTof, [45, 46, 48]. DTOT Me-
TOJ, OCHOBaH Ha B3auMojeiicTBuu NO ¢ o3oHOM. B
pe3yJIbTaTe 3TOM peaklnu 0opas3yeTcs AUOKCHUI a30Ta

(NO3), KOTOpBIii B BO3OYXIEHHOM COCTOSIHUM UC-

MycKaeT (DOTOH B XOAe pelaKCalliM IO OCHOBHOTO
cocTostHUSI. Tak Kak KaxKablidi (DOTOH COOTBETCTBYET
onHoit Mosekyse NO, koHueHTpauus NO MoXeT
OBITH OIpeeieHa IyTeM U3MEpeHUsT MHTCHCUBHO-
cTu cBeTa. XOTSI XeMIIIOMUHECLIEHTHBIM METOH He
OTJINYAETCS BHICOKOI CrIeliM(pUIHOCTHIO, TEM HE Me-
Hee, OH IIMPOKO UCIOJIb3yeTCs 0jlaromapsi O4eHb BhI-
COKO1 YyBCTBUTEIIbHOCTH.

CylIecTBYIOT U APYTUe UHCTPYMEHTAJbHbIE METO-
nbl usMepeHust NO, Hanmp¥Mep, OCHOBaHHbIE Ha UC-
MOJIL30BaHMM Ja3epoB [48]. JIBe cucTteMbl, KOTOpPBIC
4acTo UCIOIb3ytoTcs isl u3mepeHnst NO B ra3oBoid
¢daze — 31O NMasepHas (poTroakKycTUUeckasi JeTeKIIUs
(Laser Photoacoustic Detection, LPAD) n HacTpau-
BaeMasi AUOAHAsI jJa3epHast abCOpOLIMOHHAsI CIeK-
tpockomus (Tunable Diode Laser Absorption Spec-
troscopy, TDLAS). OgHako HM ogHa M3 HUX ceityac
KOMMeEpPYECKHU He focTyItHa. O0e 3T TEXHOJOTUU OC-
HOBaHbI Ha UCTIOJIb30BaHUU CaMO#l CUJIbHOM TTOJIOCHI
B criekTpe momtomeHust NO (A = 5.3 mxMm). B atnx
cucteMax npuMeHsitorcss CO-ra3oBbIi 1a3ep, KBaH-
TOBBIN KacKaaHblil Jasep (Quantum Cascade Laser,
QCL) niu MeXITOJIOCHBIM KacKamaHbIi ja3ep (Inter-
band Cascade Laser, ICL). B cpaBHeHUM ¢ IpyrumMu
METoJaMM, TEXHOJOTUU, OCHOBAaHHbBIE Ha UCITOJIb30-
BaHUM J1a3epoB, Hanpsimyro usmepsitoT NO u sBisi-
IOTCS Ype3BbIYAHO cIEIU(DUYHBIMU.

B LPAD nornomenssie NO BCHBIIIKKM Jlazepa
MPUBOASAT K UBMEHEHUSIM JaBjieHUs B (hOTOAKYCTH-
YECKOM SYEMKE, YTO T€HEPUPYET 3BYK, KOTOPBIN Je-
TeKTUPYETCSI MUKPO(GOHOM, PACIIOJOXKEHHBIM BHYT-
pu stueiiku. [ takux LPAD-cucreM TpeOytoTcs nc-
TOYHUKU CBETa BHICOKOW MOIITHOCTH Y MTO3TOMY OHM
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HeynoOHBI, Torna Kak KomrnakTtHeie QCL Hecrmoco0-
HbI OGeCﬂel{I/ITb BBICOKYIO YYBCTBHUTCJIBbHOCTDH OITpC-
JIeJICHUSI.

Camblii OOJIBIIION MOTEHIIMAJ IJII MUHUATIOPU3a-
Iy 1 KomMepauann3anui mmeror TDLAS-cucTteMmsl.
BmMmecte ¢ TepMoasiekTpudecku oxinaxkaaeMbiM QCL
KJIIo4YeBoit yactelo TDLAS-cucTeMbl SIBISIETCS MHO-
TOIIPOXOmHAs aOCOpOLMOHHAs sTYeiiKa, IlIe CBET Ipe-
TepIieBaeT MHOTOYMCJIEHHBIE OTPaXKEHUSI MEXIY IBY-
Msl 3epKajlaMy, YTO 00eCIieYnBaeT CyIIeCTBEHHOE (10
76 M) yBeTMUEHMSI IJIMHBI CBETOBOTO ITyTH. Takoe yBe-
JIMYEHNE OITUYECKOro ITYyTU ITO3BOJISIET OMNpEeaessiTh
NO B KpaliHe HU3KOM KOHLIEHTPALIMU U 32 KOPOTKOE
BpEMS U3MEPEHUSI.

Kaxnas m3 Ha3BaHHBIX CHUCTEM HaeT BO3MOXK-
HOCTb OCYHIECTBJISITh MHOTOUYHCIICHHBIC M3MEPEeHUS
nponykiur NO pacTeHUSIMH B pekKUMe pealbHOTO
BpeMeHU, HO M Y HUX CYIIIECTBYIOT HEKOTOPBIC BaXK-
Hble HemocTaTku. OINMMCAaHHBIM METOIOM CJIOXKHO
YCTAaHOBUTH B3aMMOCBSI3b MEXIY KOHIIEHTpaLIUEH
NO B pacTeHMU M €ro BBIIEIIEHWEM B aTMocdepy.
TpyaHo uaMepuTh TKaHecHeMGpUUHYIO Te€HEepalunio
NO u HeBO3MOXHO onpeneanuTsh npoaykuuio NO B
opraHeJuIax.

HaubGonee 1mmpoko nMpuMeHsieMblil METOM, OIpe-
neneHust NO cBsi3aH C MCIIOJb30BaHWEM JTUAMUHO-
dnyopecuenHoB (DAF) — dayopecuieHTHBIX Kpacu-
Tejel, KOTopble AOCTYMHBI IJIsI UCCeaoBaTesIeH.
Kpacurenu Takoit XuMUYECKOU MPUPObI pearupyroT
¢ N,O; — npoaykrom okuciaeHust NO. DTo npuBOAUT
K 3HAUYUTEJIbHOMY YCWJICHUIO (hyopeclieHIIMU, 4TO
MO3BOJISIET OLICHUTH coaepxkanue NO. UyBcTBUTEIb-
HocTb DAF x NO moctatouHo BeICOKa (IIpeaes ooHa-
pyxeHus 1o 5 HM), a takkxe DAF BeIcoKocmenu-
¢uunbl B orHOIeHN NO, MOCKOIBKY (DiIyopeciieH-
s He ycwiuBaeTcs B npucyrctsuu NO,, NO;, H,0,
1 ONOO™ [45, 46].

MonmudunmpoBanHsie DAF, aumenno DAF-FM, —
MpPeNCTaBIsIIOT cOo0Oil ellle Oojiee UyBCTBUTEIbHbIC
(bryopeclieHTHbIE 30HABI C MPENEIOM OOHAPYXKEHMUS
NO Hixe 3 HM. [IuaneTrimpoBaHHbIE TPOU3BOIHbBIE
3TUX KpacuTesieil WCTMONb3YIOTCS ISl OTpeAeeHUsI
BHYTpUKJIETOUHOro copepxkanust NO. AwneraTbl OT-
LIETUISIIOTCH BHYTPUKJIETOUHBIMUM 3CTE€pa3aMu, MOCie
Yero Kpacuresb CTAHOBUTCSI CITOCOOHBIM B3auMOeH -
ctBoBaTh ¢ N,O; ¢ 00pa3oBaHUEM MHTEHCUBHO (hTyo-
pecuupyloniero npoaykra. Mcrojib3oBaHue onucaH-
HBIX KpacuTejei BMecTe ¢ KOHPOKaAITbHOU MUKPOCKO-
MyYei 1aeT BO3BMOXHOCTb HAZEXKHO OINPeaessaTh MecTa
obpazoBanust NO, 6e3 9ero HeBO3MOXKHO ITOHSITH POJTh
NO Kak B pa3BUTUM paCTeHMUSI, TaK U MIPU B3aUMOJICH -
CTBUU pacTeHUsI U MUKPOOPIraHU3Ma.

Ceituac paspaboTaHbl HOBbIE (DJIyOpeCleHTHbIE
30HIbI, KOTOpBIE MOKa eIlle He CTOJIb ITUPOKO MC-
nmoab3yorcs [45]. Hanmpumep, ponamuH B, ¢ayopec-
LIEHLIMsI KOTOPOTO BO3PAacTaeT C pOCTOM IPOAYKIIUU
NO u ero npouszBoaHbIX. TOT (hakT, 4TO (hryopecLeH-
1Ms ponaMrHa B MokeT MOBBIIIATHCS B TPUCYTCTBUH
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TUIPOKCUIBHOIO paanKaja, OTpaHUYMBAET UCIIOJIb-
30BaHME 3TOro Kpacutes s onpeaeiacHus NO.

B nocnenHue roapl MIMPOKO BEACTCS MOMCK (hJTyo-
PECUEHTHBIX 30HA0B, TTO3BOJISIIOLIMX OMpPEnessiTh 00-
pasyloluiicsd B KJIeTKax NepOKCUMHUTPUT. Tlepokcu-
HUTpUT — TpousBogHoe NO, objamaroiiee CBOI-
CTBaMM CUJIbHOTO OKMCJUTENSI, TIPU HaKOIUIEHUU
KOTOPOTO MOXET MPOUCXOAUTh HUTPUPOBaHUE OeJi-
KOB. IIepOKCUHUTPUT 0Opa3yeTcs B KJIIETKE B pe3yJib-
TaTe B3auMogeiictBusi NO U CynepoKCUA-aHUOH pa-
IMKajia, TMO03TOMY BO3MOXHOCTb HE3aBUCUMOTO
onpeneneHus KoHueHnrpauuii NO, AOK u nepokcu-
HUTpUTA TIpEACTABJsIETCS KpaliHe BaKHOW, XOTA U
TPpyAHO peanzyemoit 3amaudeit. M3BecTHO, 4TO psif
(bIyOpeCLIEHTHBIX KpacuTesei, MCIIOAb3YeMbIX I
onpeneneHuss AQK, B ToM yuciie U IUPOKO U3BECT-
HEIM nuxiaopodayopecuenH (DCFH), takke pearu-
pYIOT ¢ TiepokcuHUTpUuTOM. Heckomnbko JietT Ha3az no-
SIBUJIOCH MPeIJIOKEeHNEe UCTIOIb30BaTh ISl onpenesie-
HUS TIEPOKCUHUTPUTA B PACTEHUSIX HOBYIO TPYIIITY
GIIyOpeCIIeHTHBIX KpacuTesIeH, coiepKaiinx 0opoHa-
THI [49]. DTH coenmuHeHusT HanpsaMyto U ¢ 80—85% BbI-
XOJIOM pearupyloT ¢ MePOKCUHUTPUTOM, HO HE B3au-
MOJIEUCTBYIOT HU C CYIEPOKCUII-aHUOH PaUKaJIOM,
HU ¢ NO, 4TO sBJISIETCS OOJBIIMM IPEUMYILIECTBOM
6opoHaroB. OnHaKO AJaHHbIE COEAMHEHMS] pearupyoT
C TIEpOKCUIIOM BOJIOPONA, XOTS TOpa3lo MeJIeHHEE,
YeM C TMEPOKCMHUTPUTOM (Yachbl MO CPaBHEHUIO C
MuuiMcekyHaamu). CienoBaTeabHO, €ClU 3KCIOHU-
poBath oOpa3ell ¢ KpacurejieM B TedeHue 10—20 MuH,
TO BPEMEHEM €TI0 B3aMOJICCTBUS C MIEPOKCUIOM BO-
JIOpoJia MOXXHO TIpeHeOpeub. [opazno Goee mmpokoe
MpUMeHeHue JJIs1 onpeesieHrs TIEepOKCUHUTPUTA Ha-
1 amuHogeHwidayopecuernd (APF) u runpokcu-
denundayopecuenH (HPF) B cuny ux BbicOKoit 4yB-
CTBUTEILHOCTHU U crienuduanoctH [50].

B uenoM iryopeclieHTHBIE KpacUTENIN HAXOAST
MNpUMEHEHUE, €CJIM HEOOXOIUMO BBISICHUTb BHYTPM-
KJIETOUHY0 JJoKau3anuuto NO/akKTUBHBIX (hOpM a30Ta
WIN OOHApYKUTh U3MEHEHUSI MX YPOBHS ITOCTIE pas-
JIMYHBIX BO3AECTBUI /WM IIPU PA3TAYHBIX COCTOSI -
HUSIX OMOJIOTUYECKON CUCTEMbI. BOJIbIIIMM MUHYCOM
TAKOro ITOAXOJa SBIISIETCS TPYOIHOCTb KOJIMYECTBEH-
HOI OLIEHKHU UCCJIEAYeMOTO BEIlIeCTBA B aOCOIOTHBIX
eIVHUIIAX, a TaKXe 3aBUCUMOCTh WHTEHCUBHOCTU
dayopeclieHIIMA U pacnpenesieHUs KpacUTelis, Ha-
npuMep, oT BeanduHbl pH. bobiioe BHUMaHMe ciie-
JIyeT yIOeNsTb Takke CIelr(UIHOCTU BbIOpAHHOIO
KpacuTessi U YpoBHIO “(hOHOBOI” hIyopecleHIINH.
Tak, kpacurenu ¢ KpacHo (ryopecLeHIuein st po-
TOCUHTE3UPYIOLIUX TKAaHE MOTYT TPUMEHSITBCS C
OOJIBIIMMU OTPAHUYCHUSIMMU.

Jns ouenku crnemuduaHoctu aeiictust NO 4ga-
cto ucnoib3ytloT cPTIO win marnoutoper NOS Mite-
KOIMUTAIOIIMX, KOTOPbIe padOTalOT KaK aHaJIOTu ApL
WUcnons3oBanne uHruoutopoB NOS, Hampumep,
L-NAME mwm L-NMMA (N(G)-monomethyl L-
arginine), MpY U3yYeHUHN paCTECHUU IIpeACTaBsIeTCs

MAMAEBA u ap.

He 04eHb KOPPEKTHBIM, TaK Kak NOS y BeICIIINX pac-
TEHUI, KaK MBI y>Ke OTMeUYaiu, 10 CUX TOp He OOHa-
pyXxeHbl. OIVH "3 TPaAUILIMOHHO WCHOJIb3yeMbIX
ckaBeHKepoB NO — cPTIO — 6rICTpO pearmpyer ¢
NO c obpazoBanuem NO,-panukana u cPTI, crexno-
MeTpusi 3Tolt peakuuu 2:1. biaromapst aTomy CBO¥i-
ctBy cPTIO nHorma ncnonb3yioT u Kak DI1P-noBy1-
Ky 11 NO. Iupoxomy npumeHenuio cPTIO cro-
COOCTBYET U TO, YTO OH OBICTPO MPOHUKAET B KJIETKMU.
OpnHako mMeroTcst JaHHble o ToM, 9To cPTIO Takke
JIOCTAaTOYHO aKTUBHO YTUIN3NPYETC KJIeTKaMmu [51].
Tak, npu nomowu DITP nokazaHo, 4To coaepKaHUe
cPTIO B keTkax pacTeHUI Iagajio B IBa pa3a yxKe 3a
nepBble 10 MUH 3KCIIepUMEHTa. DT OCOOCHHOCTH
clieayeT MPpUHUMATh BO BHUMaHUE TIPU UCITOJIb30Ba-
Huu cPTIO.

Takum oOpa3om, CyllIeCTBYeT HECKOJIbKO HanboJiee
aKTUBHO MCITOJIb3yeMbIX B OMOJOTUUECKUX DKCIIEPU-
MEHTax IToaxoaoB 111 n3mepeHuss NO, ogHaKoO Kaxk-
B M3 HUX O0JIalaeT psimoM HeaocTaTKoB. Harpu-
mep, npu nomoii LPAD u TDLAS MoxHO 1ocTo-
BEPHO U C BBICOKOM CHEHM(UIHOCTBIO OMPEACIUTh
NO, BeIIEISIEMBIN pacCTeHUEM B aTMOCdepy, Toraa Kak
KOJIMYECTBEHHO OlLICHUTh HakorieHne NO B OTae/b-
HBIX OpraHe/UIaX MpaKTUYeCK HeBO3MOXHO. Cieno-
BaTeJbHO, BBIOMpast crmocob onpeneennss NO, Heob-
XOJMMO YUUTHIBATh HE TOJILKO CEJICKTUBHOCTH METO/IA
M HEAOCTAaTKM XMMWYECKUX areHTOB, ITOTJIOIIAIONINX
NO, Ho 1 0OpamaTh BHUMaHNe Ha OCOOCHHOCTH 00Bb-
€KTa UCCJIeIOBaHMs, a TAKXKe Ha XapaKTep pelacMbIxX
B KaXXIOM CJTy4yae KOHKPETHBIX 3a7a4.

OK30I'EHHbLIE JOHOPBI OKCHUIA A30TA,
NCITOJIB3YEMBIE B BUOJIOTUYECKHNX
BKCITEPUMEHTAX

Heob6xoauMoCcTh TOYHBIX M3MEPEHUM TPOIyK-
o NO BaxXHa U B CBSI3U C IIIMPOKO pacrpocTpa-
HEHHBIM WCIIOJIb30BAHUEM XUMHMYECKUX ITOHOPOB
NO. CyuiecTByeT MHOTO KOMMEPUYECKU JOCTYITHBIX
noHopoB NO. B kauectBe moHOpoB NO HCITOIB3Y-
oTca crnepmMuauH- wim auaTmwiiaMuH-NONOarts
(NONOartsl), S-HUTPO30-N-alleTWITICHULIIJIAMITH
(SNAP), S-nutposornyratnodH (GSNO) 1 HUTpO-
npyccun Hatpus (SNP) [45].

NONOaTbl cOCTOSIT M3 OMOJATHOW TIPYNIbI
[N(O-)N=O0], cBsI3aHHO¥ C TTIEPBUYHbBIM U1 BTOPUY-
HbIM aMWHOM, JIM0O C MOJIMAMWHOM Yepe3 aTOM a30Ta
[52]. CrioHTaHHO pacHIerUIssICh MpU (pU3NoT0ornye-
ckux 3HaueHusiM pH u temneparypax, NONOarbl
nponyuupyiot ase mojiekyabl NO. Tak kak 3Ta pe-
aK1IMs OMUChIBAETCS KUHETUKOW MEepBOTo MOPSAKa,
TO MOXHO pPacCYMTaTh CKOPOCTh oOpa3zoBaHust NO.
BpeMst mofy>)kU3HU TaKOTo COeIUHEHUS] 3aBUCUT OT
CTPYKTYPbI HyKJieoduaa U COCTaBISIET OT HECKOJIb-
KMX CEKYH/I 10 HECKOJIbKUX YaCOB.

JoBonapHO 4yacTo Kak moHOp NO HCIIOIB3yeTCs
SNP [45]. Hutponipyccun HaTpus siBisieTcst (hoTo-
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YYBCTBUTEJIbHBIM COE€IMHEHUEM, KOTOpPOE pasJjara-
eTcs1 Ha cBeTy ¢ obpazoBaHueM NO. B otnuuue ot
GSNO u SNAP, npumeHenue SNP B TemMHOTe He
NpUBOANT K aKTUBHOMY BbIIesieHnIo NO [53]. Bo-
MPeKu paclpocTpaHeHHOMY MHeHuto, SNP oTHo-
CUTEJIbHO cTabuJieH B (pU3UOJOTUYECKUX YCITOBUSIX.
Omnako mmpu ucnojibdoBanu SNP B kadgecTBe mo-
Hopa NO HeoOX0IMM JOMOJTHUTEIbHBIA KOHTPOJIb.
B kauyecTBe KOHTpPOJISI ClIEAYET IIPUMEHSTh “HCTO-
IIEHHBIA HOHOP”, TO €CThb PacTBOpP, COACpXKAIIUIA
o0Opa3oBaBIIMECS HA CBETY MPOIYKTHI Pa3ioKeHUU
SNP, a umenno: deppuumanun (Fe(IIN)CN) u dep-
pouuanug (Fe(II)CN), kotopbsie paboTarOT Kak Te-
HepaTtopbl Huanuaa (CN).

B xaugectBe “gncroro” moHopa NO HepeaKo IIpu-
meHsieTcss GSNO, MOCKOJbKY Cepbe3HBIX MPOOIEM
IIpU €ro MCIIOJIb30BaHUM He OOHapyXeHo. JleiicTBu-
TeapHO, oopazoBanne NO n3 GSNO npoucxonur B
pe3yJbraTe CIIOHTAHHOTO TOMOJMTUYECKOTO pa3phl-
Ba S-NO cBsI3M y IMCTEHUHA.

KonueHtpaiiuss NO oyeHb BaxkHa JJIsl €ro Aeii-
CTBUS1, HO OBLJIO CIEJIaHO MaJIo MOIBITOK OLIEHKU K1~
HeTuKu obpazoBaHusi NO B pacTeHUM IIPU UCHOJb-
3oBaHuU JoHOpoB NO [45]. Tem He MeHee, UMeeTcs
HECKOJIbKO MCCJIeOBaHUI, B KOTOPBIX M3y4aloCh
obpazoBaHue NO B pacTeHUsIX, 00pabOTaHHBIX pa3-
nuuHbIMU noHopamu NO. Tak, 06paboTKa pacTeHUt
takuMmu noHopamu NO, kak guatwiaMuH-NONOar
(DEANO) u SNAP, npuBoauia K KpaTKOBPEMEHHO-
MY yBeJIM4eHU0 KoHLleHTpauuu NO. CaMbIM KOPOT-
koxuBymuM goHopoM NO oxkazancss SNAP, Bpems
€ro NoJy>KW3HU He MPEBBIIIAJIO TpeX YacoB. B ciayuae
GSNO koHueHTtpauusi NO yBeauuuBajiach B Teue-
HUe OoJiee IMTEJIbHOrO Mepuoja: MaKCUMallbHas
koHueHTpanusg NO mocturanachk 4epe3 ImITh 9acoB, a
BpeMsI MOJTY>KU3HU COCTABJISLJIO ceMb YyacoB. Hanbo-
Jiee TIOCTOSIHHBIN XapakTep BbiaesaeHuss NO neMoH-
ctpupoBan SNP: makcumanpHas KoHueHTpauuss NO
JIOCTUTajach 4yepe3 JBa 4yaca, a BpeMsl MOJY>KU3HU
ob110 He MeHee 12 u [53]. TTonyyeHHbIe pe3yJbTaThl
MPEACTaBISAIOTCS KpaiiHe BaXXHBIMU, TaK KaK OHM MO~
Ka3bIBalOT, HACKOJBbKO BHUMATEJIbHO HAJ0 TIOJIXO-
IUThb K BbIOOpY noHopa NO. fcHo, 4TO UCTOb3Ys
paznuyHbie JoHOPbI NO, MOXXHO MOAEIMPOBATH pa3-
HbI€ CUTyallUU B XKU3HU PACTCHMUSI.

MOJIEKVJIIPHBIE MEXAHWU3MBbI
HJENCTBUA OKCHUIA A3OTA

B uccienoBaHusIx (pyU3UOJOTMU KUBOTHBIX 1 pac-
TeHMI CYILIECTBEHHbBIEC YCIJIMSI HAIIpaBJICHBI Ha pellle-
HHE BOITPOCa O BOCTIpUSTUH U Tiepeaade curHana NO.
WNnes o HaIM4uu cOOCTBEHHOIO OEJIKOBOI'O PeLICNTO-
pa/ceHcopa NO He SIB/IsIeTCSI HOBOI, TaK KakK, HaIIpy-
Mep, JUIS 3THJIeHA — Ta3000pa3HoOro MTOrOpMOHa C
MPOCTBIM MOJIEKYJISIPHBIM CTPOEHUEM — OEJTKOBBIE pe-
LIETITOPHI CYIIeCTBYIOT [54]. BeiiencTBue oueHb BbICO-
KO peak1imoHHOM crrocooHocT NO ero MUIIeHIMH
MOTYT OBbITh MHOTHME O€JIKM, KOTOPhIE, TEM HE MEHeEe,
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HeJb3sl paccMaTpuBaTh B KadecTBe pelentopoB NO.
Hau6Gosiee nzydyeHHoit nepBudHoii MuilieHbio NO y
KMBOTHBIX, KaK yXe 0TMe4aJioch, sBisiercs pI'Ll, oT-
CYTCTByIONIast y pacteHuii. Bmecre ¢ TeM, ObIIO OBI
HecrnpaBeJIMBBIM He cKa3aThb, YTO elle ASCSTh JIeT
Ha3aj BIIEPBbIC ITOSIBUINCH CBEACHUS O HAJIMYMU Y
A. thaliana pactBopumoro 6enka AtGC1 (Arabidopsis
thaliana Guanylyl Cyclase 1), aMMHOKHCIOTHAasI T10-
CJIeIOBATEIBHOCTh KOTOPOI'O BKJIIOYAEeT MOTHUBEI, Xa-
pakTepHbIe IJIs KaTaJIUTUISCKUX JOMEHOB aHHOTHU-
poBaHHbIX pI'Ll IMaHOOAKTEpUIi, BHICIIMX U HU3IIUX
aykapuoT [55]. CrpykrypHoe cxonactBo AtGCl u
pI'll ctamo ocHOBaHMEM IS TIOMCKA OTBEeTa Ha BO-
npoc 06 ygactuu AtGC1 B NO-3aBUCMMOM CHHTE3E
I’ M®. Pe3ynbsTaThl THIATEJILHO IPOBEACHHBIX aHAa-
JIN30B IIPUBEJIM K ITOJIyYSHHUIO OTPULATEILHOTO OTBE-
Ta: 60enok AtGC1 He obamaeT HM YYBCTBUTEIBHO-
cthio K NO, HU crtocoOHOCThIO cBsI3bIBaTh NO [55].

B orcyTrcTBUE cBeeHUI 0 HATUUMU OeTKa-pelier-
Topa NO OCHOBHOE BHMMAaHME YACISICTCSI UCCIEI0-
BaHMIO 0e1KOB, KoTopble NO MomuduIupyeT Ha I10-
CTTPaHCJISILIMOHHOM ypoBHe. brojiornuecku 3HaYm-
MBIMA  NO-3aBUCUMBIMHM  ITOCTTPAHC/ISILIMOHHBIMU
MoINGUKALUSIMU SIBJISTIOTCS HUTPO3UIUPOBAHHUE TIE-
pexonHbix MetasuioB (Fe, Zn, Cu) B coctaBe OEJIKOB,
KOBajJieHTHass  MoaudUuKalusi aMUHOKUCIOTHBIX
OCTAaTKOB LUCTEWHA — S-HUTPO3UIINPOBAHNE, a TaK-
K€ HUTPUPOBAaHME aMUHOKMCJIOTHBIX OCTATKOB TH-
posuHa (puc. 3) [56]. Dt MogUdUKALIIU MOT'YT BJI -
SITh Ha aKTUBHOCTH OEJIKOB, UX CTAOMJIBHOCTh, BHYT-
PUKIIETOUHYIO JIOKAJM3AlMI0O M B3aMMOMAEHCTBHUE C
OelkaMu-mapTHEpaMu, a TakKe Ha JpyTrue IOCT-
TPAHCISIMUOHHBIE MOAUMUKALIMY, HaAIpuUMep, Ha
dochopnnmpoBanme 6enkoB [57, 58]. Cpenu Gen-
KOB, CITOCOOHBIX TmoaBepratbcsd NO-3aBUCUMBIM
MoOIU(UKALUIM, yXe€ BBISIBACHBI PSI aHTUOKCHU-
MaHTHBIX (bepMEHTOB (KaTajasa, IIepoKcuaasa, cy-
MIePOKCUIIMCMYTa3a), OeJIKU IIUTOocKeseTa (o- U
B-TyOynuH, akTuH 2/7), THCTOH-CBSI3BIBAIOIIE OEIT-
K1 (meaueTtuinasa, MmetwiarpaHcdepasa), PBDK/O,
H*-AT®aza, E3-youksutun nurasa, JHK-tomo-
uzomepasa [57, 59].

JJ1st mpoTeKaHWsl peakKuy HUTPUPOBAHUS TUPO-
3MHa B KJIETKE BaXXKHO IoauepxkuBaTh danaHc ADPK,
TaK KakK 3Ta peaklivsi MTPOUCXOAUT He HAIPSIMYIO C
NO, a c nepokcuauTputToM (ONOO™) — HUTPUPYIO-
M areHTOM, KOTOPBI 00pa3yercs IIPU peaKInu
NO c cynepokcua-aHnoOH pagukaioM. [lepoKcuHUT-
puUuT Kpaﬁme TOKCHUYECH JIsd KIIETOK XKMBOTHBIX M3-3a
MOBPEXICHUS TUIINAO0B 1 HYyKJIEMHOBBIX KMCJIOT, TO-
ria Kak KJIETKM pacTeHUli, IT0-BUAUMOMY, MEHee
YYyBCTBUTEIBHBI K TIEPOKCUHUTPUTY. [lepoKCUHUT-
pUT MOXeT B3amMmopckcTBoBath ¢ OH-rpymnmoii B
0pmMO-TI0JI0KEHUN apOMaTUIECKOTO KOJIbLa TUPO3U-
Ha, 4YTO OKa3bIBaeT CTepuUYeCKUil 3(hHEKT 1 UBMEHSIET
KoHpurypamuio 0enka. Ilpeamnonaraercs, 4To HUT-
pUpoBaHME TUPO3MHA MOXKET, HAIIpuMep, OJTOKHPO-
BaTh B OeJike caitThbl pochoprinposanus [60], yTo B
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benok — Me-NO
(Humpo3suauposarue
Memannos 6 benke)
AKOHMTA3a,
ackopbarnepokcuaasa,
LIMTOXPOM C-OKCHIa3a

Bbenok — SNO
(S- Humposzuauposarue
UucmeuHa)

MeTtnoHuHaneHo3uATpaHCdepasa,
aKkTuH, Katanaza, Ht-AT®a3a,
JHK-tommonzomepasa

benox — Tup-3-NO,
(Humpuposanue
Mmupo3uHa)

AnpTepHaTUBHas OKcuaasa,
aktuBaza PB®K/O, tyoynun, E3-
YOUKBUTHUH JINTa3a

Puc. 3. Buosiornyecku 3HaYMMBbIE TTOCTTPAHCISILIMOHHBIS
MonuduKam 6eJKoB, ocyiectBisieMbie NO B KIeTKax
PacTeHUI.

[TepeunciaeHbl 6e1Kd, KOTOpbIe MOABEPraloTCs yKa3zaH-
HBIM TTOCTTPAHCISIIUOHHBIM MOAN(DUKALIUSIM.

CBOIO OYepelb MOXKET BBI3bIBATh U3BMEHEHMS B (DYHK-
LIMOHUPOBAHUU MPOTEMHKMHA3, IJIs1 KOTOPBIX MO~
dumupoBaHHBIE OCEIKM SBJISIOTCS CyOCTpaTaMu.
Crnemyer OTMETUTh, YTO HE BCAKUN TUPO3UH MOXKET
MoaBepraThbcs MoJ00HONH MOAN(UKALIMU, TTOCKOJIbKY
IJIT HATPUPOBAHUS HEOOXOOUMO 0C000€ MUKPO-
OKpYXe€HHEe TUPO3UHA, a TAKXKe ero MPOCTPaHCTBEH-
HO€ pacIIojioXKeHue B MoJieKyiie 6enka [61]. Hammaue
B Oeke MeTaura-Kodakropa Wi TTOpGUPUHOBOTO
KOMIUTIEKCa TaKXKe YBEIMINBAET BEPOSTHOCTD TaKOM
Moaudukaum [62].

B otninume ot HUTpUpOBaHUs, S-HUTPO3UIUPOBA-
HYe aMWHOKUCJIOTHBIX OCTaTKOB LIMCTEUHA SIBJISIETCS
00paTUMBbIM, YTO BHOCUT JIONOJHUTEIbHBIE BO3MOX-
HocTH [U1s peryassuuu NO “akTuBHOCTH 6eKOoB [58].
JleHUTpO3WINPOBAHNE MOXKET OBITh KaK He(hepMEHTa~
TUBHBIM (MOJ1 AEACTBMEM MOHOB XeJjie3a U Meau, CBe-
Ta, TeMIIEpaTypbl, pa3HbIX BOCCTAHABIMBAIOIIIMX areH-
TOB), TaK U (pepMEeHTaTUBHbBIM, OCYIIIECTBIISIEMbIM JIe-
HUTPO3UJIa3aMU U TPAHCHUTPO3UIa3aMU.

W3BeCcTHO, YTO B YCIOBMSIX CTpeCCa M3MEHSIETCS
CIIEKTPp M YBCIMYMUBACTCA KOJHUYECCTBO HUTPUPOBAH-
HBIX 1 S-HUTPO3WINPOBAHHEIX 6eJIKOB [60, 63]. OmHa-
KO CTaJIM TTOSBJISITECS CBENEHNS O HATMIMH TAKUX TI0-
CTTPaHCIAIMOHHBIX MOI[I/I(DI/IKEIL[I/IIL/'I N B HOpMAJIbHBIX

MAMAEBA u ap.

yenoBusix [57, 60, 64]. boabmmHctBo NO-Monudu-
LIMPYEeMBbIX O€JIKOB, UASHTU(MUIIUPOBAHHBIX K HACTOSI -
IIEMY BpEMEHH, OTHOCSITCS K (pepMeHTaM MEPBUYHO-
ro MeTaboJIM3Ma, HO 3TO MOXKET OBITh CBSI3aHO C HECO-
BEPILIEHCTBOM METOJOB OIpele/eHUs], KOTOpble He
MO3BOJISIIOT BBISIBUTh HUTPUPOBAHUE WU S-HUTPO3U-
JIMpOBaHME MUHOPHBIX 0eJIKOB. TaknM 00pa3oM, BO3-
HUKAaeT BOMpoc O 3HadyeHUM NO-3aBUCUMBIX ITOCT-
TPaHCISLIMOHHBIX MOAU(UKALIMI B KauyecTBe (PU3MO-
JIOTUYECKHX PETYJISITOPOB pabOThl CUTHAILHBIX ITyTEIA.

HauboJsiee n3BeCTHBIM TIPUMEPOM HUTPOZUITUPO-
BaHMS aTOMOB MeTa/la B MOJIEKyJIe OelaKa MOXKET
cirykuth aktuBanms pIl'll, KoTopast y MJIEKOTIMTalO-
IIMX SIBJISIETCSI HauboJjiee MoAPOOHO U3YYEHHOU MU-
meHnbio NO, 3anyckatomieii il M ®-3aBUCUMBLIA ITyTh
nepenadu curdajga NO. ToMonor aToro ¢pepMeHTa y
PaCTEHUI 10 CUX IMTOP HE HAJIEH, TaK YTO Y pAaCTCHUIA
B uenu, cBsi3piBaoleit NO u ul M®, no-tnipexxHemy
OCTalOTCS HEU3BECTHBIE 3BeHb [65].

K ckazanHOMYy cliieayeT 100aBUTh, YTO aMUHOKKC-
JIOTHBIE OCTATKM LIUCTEMHA B O€JIKax MOTYT HE TOJIbKO
HUTPO3UIUPOBATHLCS, HO €1Ie Y OKUCIISITCS, U TJIyTU-
OHWJIMPOBAThCSI, TMPUYEM pPasHbIM MoAUPUKALIUSIM
MOXET MOJIBEPraTbCs OJMH U TOT K€ OCTATOK IIUCTEU-
Ha [66]. DT 06CTOSATEILCTBA, Ha HAII B3IJISII, HEOOXO0-
JUMO MpPUHUMaTb BO BHUMaHUE, 0OCyxXnasi Mocje/-
CTBUS MoAuGUKALMKM aMUHOKHUCJIOTHBIX OCTaTKOB
LIMCTEeMHA B Oejikax, KOTOpble MOTYT IIPUBOAUTH K
nuddepeHIMATBHOR PEeryasiiud ux (PyHKIIMOHATb-
HOI aKTUBHOCTH.

Takum o6pazom, NO-3aBUCHMBIE MOCTTPAHCISI-
LIMHHbIE MOAU(pUKALIMU OEJIKOB SIBISIOTCS BaXKHEM-
IIMM MeXaHU3MoM AeiicTBust NO, U UX U3ydeHUEe MO-
XKET TIPOJIUTh CBET Ha (hOpMUPOBAHUE MHOTUX 3(h-
¢dexroB NO B pacTeHUU.

AKTHUBHBIE ®OPMbI KUCJIOPOJA
N A30TA

Ceiiuac HeT OCHOBaHUII COMHEBAThCSI, YTO TaKue
BTOpPUYHEIE TTOcpeTHUKU, Kak ADK, Hapsiay ¢ puto-
TOPMOHAMU MOTYT BBINOJHATh (DYHKLMUIO BHYTPU-
KJIETOUHBIX peTyJisiTopoB. B mocienHue roabl craio
SICHO, YTO cUTyalusl ocioxHsercs BnusiHueM NO, a
WUMEHHO: COCTOSIHME KJIETKM 3aBUCUT OT OajaHca
mexay APK u NO. Hanpumep, B oqHUX CIydasix 10-
o6apsieHue NO MoOXeT NPUBOAUTH K IMPOrpaMMuUpye-
MOW KJIETOYHOW CMEpTHU, a B APYrux, HA0O60poT, pa-
6ota NO MoXeT ObITh HallpaBjieHa Ha CHUXKEHUE CO-
nepxanuss AOK un “criaceHne KiaeTke XuU3Hu” [67,
68]. IlokazaHo, 4yTo B OTBET Ha 00paboTky SNP B
Kaynycax Nitraria tangutorum yBeJIWYMBAINUCh KOH-
LEHTpallM1 TIepOKCHUIa BOAOpPOAA U CYNEPOKCUJI-
aHWOH paJuKalia, YTO COMPOBOXKIAIOCH CHUXKEHUEM
KM3HECIOCOOHOCTH KiaeToK [69]. Hamporus, oGpa-
0oTKa ucTtheB Ipomoea batatas noHopom NO MHTHU-
OupoBaja rubelib KJIeTOK, BbI3BAaHHYIO TTOPAHEHUEM,
torga kKak cPTIO ycunusan kiietounyo cMeptsb [70].
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IToka He oYeHBb ITOHATHO, KAKMM 00pa3oM ITPOMCXO-
IUT Takas peryiassumsi. [ledcTBUTENbHO, KapTHHA
ocnoxHseTcsa TeM, 4YTo Kak NO, tak u ADK, Bo-11ep-
BBIX, MOTYT OOpa30BBIBAaTbCSI B Pa3HBIX KIIETOYHBIX
KOMMNAapTMEHTaX: XJIOpOoIliacTaX, MUTOXOHAPUSIX, Te-
pokcucoMax, nurtoruiazmMe u anoriacte [71]. Bo-
BTOpBIX, ADK MOryT HanmpsiMyio B3auMoeiCTBOBATh
¢ NO c oOpazoBaHHEM CHWJIBHOTO HUTPUPYIOILIETO
areHta. B TakoM ciydae BO3MOXKHO, YTO 00Opa3ylo-
IIUICS CYyIIepOKCUA-aHUOH paauKay ycreBaeT IIpo-
pearuposaTh ¢ NO 10 TOTO, KaK IIpeBpaTUTHCS B TIe-
POKCHUI BOAOpOJA, YBeJIMYEHUE COoIep>KaHUsl KOTO-
pOTO MOXET CTaTb IPUYMHON TMbenn KIeToK [72].
B-tpeTbux, oopazoBanne NO MOXeET IIPUBOAUTH K
HUTPUPOBAHUIO U S-HUTPO3WIMPOBAHUIO OEJIKOB, B
TOM 4YMCJIE aHTUOKCHAAHTHOM 3amuThl. [1ocKoIbKyY
00e Ha3zBaHHbIe MOAU(MUKAIINY BIMSIIOT HAa dH3UMAa-
TUYECKYIO aKTUBHOCTb, TO HEJIb3sl UCKJIIOUUTD U3ME-
HeHuit ypoBHst ADK. JIs1 psima hepMeHTOB MeTabo-
mu3ma ADK m3BecTHA MX CIIOCOOHOCTh MOABEPraTh-
cs1 NO-3aBucUMbIM MOIM(UKAIIVSIM Kak in vivo, TaK
u in vitro. Cpeau HUX aJlbTepHATUBHAsI OKCUIa3a, ac-
KopOaTrnepoKcHuaasa, CyliepoKCUIANCMyTa3a U KaTa-
naza|[57,73,74]. CnegyeT oTMETUTB, 4To TUIT NO-3a-
BUCUMO TTOCTTPAHCISIIUOHHON MOAM(UKALIUU TTO-
pa3HOMY MOXKET CKa3bIBaTbCS Ha (PyHKIIMOHHPOBA-
HuM 6eskoB. [TokazaHo, YToO HUTpUPOBAHUE PEKOM-
OMHAHTHOM ackopOaTnepoKCcuaa3bl Fopoxa CHUXAaJIO
ee (hepMEeHTaTUBHYIO aKTUBHOCTb, TOTJA KaK S-HUT-
pO3MJIMpPOBaHNE, HA00OPOT, MOBKIIIANO [75].

C npyroii cropoHbl, NO MoXKeT BIUSITh Ha COAEP-
KaHue APK u nmocpeacTtBoM M3MEHEHUsI BKCIIpec-
CUM TE€HOB, KOIMPYIOIINX aHTUOKCUIAHTHBIE (ep-
MeHTBl. Hampumep, 1ocie mopaHeHUsI pacTeHMIA
I. batatas o6pabotka goHopoM NO HMHruOGMpoBaia
MIpPOrpaMMHUPYEMYIO KJIETOUYHYIO CMEPTh BCJIEICTBUE
cTUMYISIUMU  TpaHcKpunuuu Cu/Zn-CyrnepoKCHI-
IUCMyTa3bl U ackopbartrepokcuaassl [70].

B3AUMOJENCTBUE OKCHUJIA A30TA
N ®PUTOTOPMOHOB

Panee MBI paccMoOTpenn pabOThI, pe3yJIBTaThl KO-
TOPBIX yKa3biBaloT, 4T0 NO y4acTByeT B PETyIISILIMUA
MHOTHUX (PU3UOJOTMYECKUX TIPOLIECCOB Y PACTCHMIA.
W3 sToro niepeunciieHus BUIHO, 4To NO BOBJIeKaeTCs
B PETYJISILIMIO TE€X MPOrpaMM, KOTOpPbIe KOHTPOJIUPY-
I0TCST (PUTOTOPMOHAMM — TIPU3HAHHBIMUA BHYTPUKIIC-
TOYHBIMU CUTHAJILHBIMM MOJIeKyJlaMu. He BBI3bIBaeT
COMHEHU, 4TO (PUTOTOPMOHBI, OCYIIECTBIISISI CBOU
GYHKIINN, aKTUBHO “B3aMMOACHCTBYIOT” KaK MEXIy
CO0O0I, TaK 1 C IPYTMMHU SHAOTeHHBIMU CUTHAJIbHBIMU
MoJIeKyJIaMu, B ToM umcie ¢ NO.

OxapakTepu3oBaTb CUTHaIbHbIe (yHKIIMKU NO
oKa3zajoch 0oJiee CIIOXHOM 3amadeii, yeM IIpearioia-
rajioch iepBoHadayibHO. Ha ocHOBaHUM XMMUYECKUX
cBoiicTB NO MOXXHO ObLIO OXKUAATh HEOOBIYHOTO ME-
XaHU3Ma BOCHPUSTUS KaK COOCTBEHHO IIPUCYTCTBUS
NO, Tak u ero ypoBHs. Tak, BMECTO HaJIU4UsI YHU-
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KaJIBHOTO peLeNTOpa UJIU HECKOJIBbKUX PELETITOPOB
(KaKk mjs ra3o00pa3HoOro (UTOTOpMOHA 3TUJICHA)
aist NO xapakTepHO B3aMMOJIENICTBHME ¢ Habopom
MUILIEHEN. X0TA cBeaeHUs 0 B3aumoneictsuu NO u
(bUTOropMOHOB BeCbMa OrpaHUYEHBI, TEM HE MEeHee
COBOKYITHOCTb UMEIOIIUXCS JTaHHBIX YKa3bIBAET, YTO
B3aumogeiicteBue NO U (UTOrOPMOHOB MOXET
obecrneuynBaThCs MPU TTOMOIIM CJIEIYIOIIMX MeXa-
Hu3moB. Bo-tiepBbix, NO MoxeT MoAU(UILIMPOBATD
(bakTOpBl TPAHCKPUIMILIMU, T.€. BIUSATHL Ha IKCHpEC-
CUIO T€HOB, KOAWPYIOIIMX O€JKU, YYacTBYIOILIUE B
MeTabonaru3Me (PUTOTOPMOHOB, UX TPAHCIOPTE WU
nepenade ropMOHAJIBHBIX CUTHAJIOB. Bo-BTopsix, NO
WINW €ro MpOU3BOJHbIE HA MOCTTPAHCJSIIIMOHHOM
YPOBHE MOTYT MOAUMDUIIMPOBATh 3TU OeNiKu. B-Tpe-
TbuX, NO Wi ero nNpou3BOAHbIE MOTYT HAIPSIMYIO
MoauUIIMPOBaTh PUTOTOPMOHEI (CM. 0630p [76]).

TTockombKy mazke IJ1sT KJIACCMIEeCKUX (PUTOrOpMO-
HOB TOKa HeJb3sl HapHUCOBaTh KapTUHY MX B3alMO-
nerictBus ¢ NO Ha BceX IepedrCICHHBIX YPOBHSIX, TO
OrpaHMYMMCSI TEMU IIpUMepPaMU, KOTOPbIE OTHOCST-
Cs K pa3HbIM (pUTOrOPMOHAM.

HenaBHue wucciaemoBaHusa mokasaau, 4ro NO
BMEILIMBAETCS B IIPOSIBJICHUE HEKOTOPBIX 3(PdheKTOB
OUTOKMHWHOB, HalpUMEp, B aKTUBALIMIO SKCIIPEC-
cuu reHa CYCD3;1 (nuxnuH D3;1) B xone cTUMYIISI-
n npoiaudepanuu kiaetok [77]. CuHepruueckoe
netictBue NO M IMTOKMHUHOB HAOJIIONAIN TIPU MC-
CJIEIOBAaHMM CTapeHMsI, IPOrPaMMUPYEMOM KJIETOY-
HOI CMEpTHU, aganTaluu (POTOCUMHTETUYECKOTO arl-
napara K 3acyxe (cMm. o63op [76]). IlokazaHo, 4To
mpauc-3eaTuH MOXKET ITOIBEPTaThCs HUTPUPOBAHUIO
KaK in vitro, Tak u in vivo. I1peobaagaronium mpoaykK-
TOM TaKO# peakuuy B (PU3UOJIOTMUYECKUX YCITIOBUSIX
SIBJISIETCSI 8-HUTPO-MpPaHC-3€aTUH, OMOJorudeckKas
aKTUBHOCTb KOTOPOro HMXKE, 4eM OHoJiormyeckast
aKTUBHOCTb mpaHc-3eaTuHa [78].

Oxcupa azora cnocobeH MoaudUIIMpOBaTh HE
TOJIKO caM LIMTOKUHWH, HO U HEKOTOPhIC KOMIIO-
HEHTHI ITyTH Tlepeladn ero curHaia. IlokazaHo, Ha-
IpuMep, 4YTO B MoJieKkyae ¢ochoTpaHCMUTTEpa
AHP1 (Arabidopsis Histidine Phosphotransfer
Proteinl) ammHokmcmoTHBIN octaToK Lncl15 Mmoxer
noaBepraTbes S-HuTpo3uanpoBaHuio. 1o aToit mpu-
YMHe Tepeaavya MHGOpMaIiU O CBI3bIBAHUU pelier -
TOpaMM LIMTOKMHWHA He IIPOMCXOAUT, U KaK pPe3yib-
TaT — OTBET Ha LIUTOKWHWH He TposBiseTcs [79].

Xopo11o u3BecTHO, YTO v A. thaliana ABK unmy-
LIPYeT U 3aKpbIBaHUE YCThbUII, U cuHTe3 NO B 3aMbI-
Kalolux KieTkax. JeicTBUTEIbHO, B IIPUCYTCTBUU
cPTIO zakpriBanng yctbuil o neiictsueM ABK He
npoucxoawio [80], T.e. NO cnocobeH BMeLIMBaTbCsI
B nepenavy curHaiia ABK mpu perynsiiimy 3akpbiBa-
HUA ycTbull. MI3BeCTHO Tak:Ke, YTO B ASMCTBUE TAKUX
aOMOTUUYECKUX CTPECCOpoB, Kak Y@ obiayyeHUe u
030H, ABK BoBieueHa uepes rmocpeactso NO. IIpen-
moJjiaraeTcs, 9To B 3ToM cirydae BMecte ¢ ABK 1 NO
paboTaerT ele U IepoKCU BOI0Opoaa.
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Oxkcupn azora MoxKeT ocimadaaTh adpdexkT ABK, Ha-
npuMep, MpU npopactaHuu ceMmsiH A. thaliana [81].
B stoM cinydae NO BbI3bIBAET MOHMKEHNE KOHIIEH-
tpauun ABK 3a cyer yBeamueHMsI KOIMYEeCTBAa Kak
TPaHCKPUNTOB, TaK 1 camoro 6enka ABK-8'-ruapo-
Jla3bl, OTBEYAIOIIEro 32 KaTaboIU3M 3TOro (putorop-
MOHa.

YcraHoBIeHO, YTO B KOPHSX pacTeHM oOrypla
ouocuHTe3 NO MHIyHUpyeTcs ayKCUHOM, IIpUYeM
NO Heo6XoauM Kak JIJISI pOCTa IJIaBHOTO KOPHSI, TaK
U 1J1s1 00pa3oBaHMsI OOKOBBIX KopHeit [82]. IToka3za-
HO, 9To TipucyrcTBe NO HEeoOXOmMMO IJIST aKTHBa-
LMY JeJIeHUl B KyJIbType KiieToK Medicago sativa non
neiictBueM aykcuna [83]. Kpome Toro, NO Hapyma-
€T aKpOoIeTaJIbHBIII TPAHCHOPT ayKCHMHA B KOPHSIX
A. thaliana 3a cyeT CHUXKEHMs KOJMYECTBa Oeika
PIN1 (PIN-formedl) — nepeHocunka aykcuHa [84].
Ceituac cTajl HOHATEH MEXaHU3M, ITOCPEICTBOM KO-
Toporo NO MoaynupyeT nepeaady ayKCMHOBOTO CUT-
Hana. Okaszajoch, uTo NO cTUMYyIMpYeT Mepeaady
CUTHAaJIa ayKCHHA 3a CYET S-HUTPO3MJIMPOBAHUS pe-
1ernropa aykcuHa 6enka TIR1 [85].

Nmerorcs ceenenms, uto NO 3aaep>XnBaeT BBI3bI-
BaeMYI0 TMOOEPEJUTMHOM MTPOTrPaMMUPYEMYIO CMEPTh
KJIETOK B aJleipoHOBOM cjioe ceMsiH [67]. TuGenb
3TUX KieToK nHayuupyerca APK, a NO, kak mpen-
roJjiaraeTcsi, 3armyckaeT paboTy CUCTeMbl aHTUOKCH-
JMaHTHOW 3aluThl. JIpyruM mpuMepoMm “HpOTHUBO-
nevictBus” Tmoo6epemmHoB 1 NO gBasgercs poTo-
MopdoreHe3. HemaBHO BBISIBIEH MEXaHU3M 3TOro
“mporuBoaeiicTBus”. OKcua a3zoTa CHOCOOCTBYET
HakoruteHuto 6enka DELLA, yro cHimKaeT akcmpec-
CHIO peryJupyeMbIX rnooepeiuimHamMu reHoB. Ilo-
ckonbky merpamanust DELLA 1o 26S-mipoTeocoMHO-
My IIyTH 3aBUCHUT OT B3aumonelicteuss DELLA c pe-
nentopom TtuooepeuinHa GID1 (GA Insensitive
Dwarfl) u E3-youkButunnurazoit SLY1 (Sleepyl),
To BhIzBaHHas1 NO akkymysiumsa DELLA u cHke-
Hue ypoBHS SLY1 BemeT K Ieperpeccuu peryampye-
MBIX TUOOEpeIMHAMU reHoB [86].

M3BecTHO, uTo NO MOXET OJIOKMPOBaTh HEKOTO-
pbie addekThl aTUIeHa. Tak, mpyu 06paboTKe ra3o00-
pazHbiM NO go3peBalolliux TUJIOJ0B MEPCUKOB Ha-
OJ1I01JIOCH CHUXKEHME BbIIEIEHWS 3TUJIEHA U UHTEH-
CUBHOCTHU JbIXaHUSI, UYTO 3aMEIJIsIO pa3MsryeHue
wionoB [87]. B KynbTuBupyeMbIX KieTKax A. thaliana
noHop NO GSNO Ttakxe MHrMOMpPOBasa BbIACICHUE
stmieHa [88]. Jlanee ymajaoch YyCTaHOBUTb, YTO IIO
KpaliHeil Mepe in vitro, 3ToT 3@ dekt NO — pesyabrat
S-autposunupoBanus Iucll4 B Mosekye
MeTUOHMHageHo3maTpaHcdepa3pll (MAT1). BOra
NO-3aBucumass Monucdukalus BbI3biBajla CHUXE-
HMeE 9H3UMaTHu4YecKoi akTuBHOCT MAT 1, uTo TIpM-
BOAMJIO K CHIDKEHMIO CUHTE3a 3ThjeHa [88].

TakuMm oGpa3om, ¢ omHoit ctopoHbl, NO crnoco-
OeH aKTMBHO BMeIIMBAThCs B padOTy IIyTel repena-
Yy CHUTHAJIOB BCEX KJIACCMYECKMX (PUTOTOPMOHOB.
C apyroii CTOpoHbI, OT TOPMOHOB MOXET 3aBUCETh
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cuHTe3 NO. MexaHU3MBbI TAKOTO B3aIMHOTO BJIMSI-
HUS pa3IMYHbI M pabOTaIOT MPU PETYJISILIMUA Pa3HOO0-
Pa3HBIX MPOLIECCOB B KU3HU PACTeHUsI, HE OrpaHU-
YMBasICh TOJbKO MPOLECCAMU aJallTallMi K CTPECCO-
BbIM YCJIOBUSAM.

Ceityac MMeeTcsI MHOTO pa3pO3HEHHBIX (DaKTOB,
OTHOCSIIMXCSI K CUHTE3Y, MOJICKYJISIPHBIM MEXaHU3-
MaM aevictBus u poad NO y pacTeHUil, OMHAKO BCe
elle HEBO3MOXXHO cOOpaTh NX B €IMHYIO KapTUHY. XO-
T O0OBEIMHUB OTIENbHBIE KycOuKi NO-TOJI0BOJIOM-
KM, MOXHO YyTBepxKAaTh HaBepHsKa: NO — BaKHBIN
PETYIISITOp XKU3HU PAaCTEHUSI HE TOJILKO IIpU CTpecce,
HO 1 B HOPMAaJIbHBIX YCJIOBUSIX MX POCTA U PA3BUTHSI.

B kauecTBe 3aKJ1I0YEHUSI CTOUT CKa3aTh O PE3yJib-
TaTax caMoro MocjeIHero BpeMeHU, KOTOphIe, MO Ha-
1IeMy MHEHUIO, OTKPBHIBAIOT HOBOE HallpaBJieHUE B
WUCCIIeIOBAaHUSIX MOJIEKYISIPHOTO MexaHu3Ma Jei-
crBusa NO. Panee Mb1 roBopuin o ToM, uto NO-3a-
BHUCUMBIE TOCTTPAHCASILIMOHHbIE MoAudUKALUU
OEeJIKOB MOTYT BJIUSITh HA X CTAOMJIBHOCTh. ABTOPBI
pab6oTnl [89] mokaszanu, 4YTO B OCHOBE MexaHM3Ma
BocripusaTiss NO MoXeT JexXaTb n3ouparebHast ae-
rpagaius ¢pakropoB TpaHckpuniuu ERF (Ethylene
Response Factors) ceapMoii rpymiibl, oCcyliecTBsie-
mag 1o ripaBuity N-koH1a (N-end rule pathway) [90].
CoryacHO 3TOMYy IIpaBuWJy, CTaOMJIBHOCTb OecjKa
(BpeMsi eTo XXKU3HU) OIpenesisieTcsi TeM, OCTaTOK Ka-
KO aMMHOKMCJIOTBI pacrojiaraeéTcss BO BTOPOM IO-
JIOXKEHUU MOJIEKYJIbI TToaurientuaa. IlpeacrtaBurenn
ERF cenbmoii rpynmnsbl A. thaliana XxapaKTepu3yloTcst
HaJIMuMeM KOHCepBaTUBHOTO N-KOHIIEBOTO IOMEHA,
Bitovatoniero Met-Iluc. B orcyrctBue NO a1m
(bakTOpBl TPAHCKPUIILIMU CTaOUIBbHBI. B mpucyr-
crBuu NO mpoucxomut S-uutposmwinpoBanne ERF
110 aMMHOKMCJIOTHOMY ocTaTKy [luc2, KoTophlil mo-
ciie okucieHus: apruHuwiaupyetcss Apr-TPHK mpore-
UH-TpaHcdepa3oid, CTAHOBSICb MOCTYIMHBIM IS
yOMKBUTUHWUPOBAHUS, YTO TIPUBOJIUT K JAerpanaluuu
ERE B pesynsrate, NO BIusIeT Ha 3KCIIPECCUIO
ERF-3aBucumbix reHoB. HacKoiabko yHUBepcasb-
HBIM OKaXeTcsl 3TOT MEXaHU3M, MOKaxeT Bpems. Omn-
HaKO MOXHO He COMHEBATbCSI, UTO HAC XKIYT BIleyaT-
JISIIOLIME OTKPBITUS B 00J1aCTU U3YYEHUST MOJIEKYJISIP-
HBIX MeXxaHu3MoB AeiicTBrus NO y pacTeHUI.

PaGoTa BBIITOJIHEHA IIPU YACTUYHOM IOJIEPKKE
Poccuiickoro ¢oHma pyHmaMeHTaIbHBIX UCCIEI0-
BaHui1 (rpaHT Ne 14-04-00333 nnsa A.B. HocoBa u
A.A. ®omenkoBa) u Poccuiickoro HayaHoro poHma
(rpanT No 14-24-00020 miis I.B. HoBukoBoii, rpaHT
Ne 14-14-00904 nna A.C. MamaeBoii).
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