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In article the literary data on a physiological role nitric oxide (NO) at vegetative organisms are
generalized. Multifunctionality NO at the various organisms, caused by high reactionism of this
molecule, its ability to react with proteins and low-molecular substances is emphasized. Questions of
participation NO in various physiological processes, possible mechanisms of synthesis NO at plants,

interaction with others endogenous molecules, and also the mechanisms preventing toxic effect nitric
oxide are considered.
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Ha ocHoBe 3nanmii o ¢yHkumax oxcuga azora (NO) B KMBOTHBIX TKaHSAX  0OOOIIEHBI
JUTEepaTypHble JaHHble O (usnonornyeckod pomu NO y pacTHUTENbHBIX OPraHU3MOB.
[TomyepkuBaeTcs MHOTOQYHKUMOHATBHOCT NO y pa3nuyHbIX OpraHu3MOB, OOYCIOBICHHAs
BBICOKOM PEAaKIIMOHHOCTBIO ITOM MOJIEKYJIBI, €€ CIIOCOOHOCTBIO pearrupoBaTb ¢ O€NKaMHU U
HU3KOMOJIEKYJISIDHBIMU  BelllecTBaMu. Paccmorpensl Bompochl ydactuss NO B pa3iMuHBIX
bu3noNornyecKux Ipoleccax, BO3MOXHBIE MeXaHu3Mbl cuHTe3a NO y pacTeHuf,
B3aMMOJCHCTBHE C JAPYTMMH DOHIOI€HHBIMHM  MOJIEKYJIaMHM, a TaKXe MEXaHU3MBI,
npenoTBpaniaromue Tokcuueckuit apdext NO.

Kuouesvie cnosa: oxcuo aszoma (NO)/ cuwmaza oxcuoa azoma (NOS)/ NOS-nodobunas peaxyus/

HUMPO3UIUPOBAHUE, HUMPOBAHUE OEIK06/ HUMPO3AMUBHBIIL CPECC.

Oxcup azora (NO) razoo0OpasHasi, HEHTpaibHas
JByXaTOMHasi MoJieKyiaa (CBOOOIHBIN —pajuKai),
JEerKo IPOHHKAIOIAs uYepe3 MeMOpaHbl KIETOK
OpPraHM3MOB C  IEpUOJOM  Iodypacmnaiga B
O6uonornyeckux cpemax oxoio 6 cex. OmHako mpu
HU3KAX KOHIIGHTpalusax (MmeHeme dyeM | MKM)
MEpPHOA ec TOoypacrhaga yBEIMUHBACTCS U MOXKET

COCTaBIIATH MUHYTHI 110 9aca (Stohr, Ullrich, 2002).

NO xkak pamukan 007aJaeT MHUPOKAM CIIEKTPOM

O61OIOrHYECKOTO JIEeUCTBHA, o0ycioBnuBas
AKTHBAIHIO " MHTHOMpOBaHNE LETTHBIX
CBOOOIHOpaIMKaIBHBIX peaxIuii. O6pazyer
MHOTOYHCJIEHHBIE HU3KOMOJEKYIISIPHBIE N-

COCIUMHCHHMA C BAJICHTHOCTBIO aTroOMa as3oTa OT -3 a0

+6 (MenbipkoBa u np., 2000).

30-40 nmer mazam NO wu np. rasooOpasHble
MOJIEKYJIBI a30Ta PACCMAaTPUBAINCH KaK ITOJUTIOTAHTHI
— 3arps3HuTenn  arMocdepsl.  PeBomonms B
otHomeHnyn NO mpousomia B koHie 80-x - Hadane
90-roZI0B  MPOMLIEAIIET0 CTOJETHUs, Korma ObuIo
YCTaHOBIIEHO, 4TO (yHJaMEHTallbHAsl POJb OKCHAA
azoTa CBsi3aHa C €ro0 CHIHAIBHOM (YHKIMEil B
KJIETKaX MJICKOIIUTAIOIINX U PETYISAUEH Pa3IuIHbIX
¢usnonormueckux mpomeccos (Ignarro et al., 1987,
Palmer et al., 1987; Culotta, Koshland, 1992). B

1992 romy xypHam “Science” HazBam NO -
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monekynoi roma (Koshland, 1992). C Tex mnop
OIPOMHOE KOJHMYECTBO ITyONHMKAIUil IMOCBSMICHO
M3YYCHUIO OMOJIOTHYECKUX CBOMCTB ATOH MOJEKYIIBI
B JKMBBIX opranm3max. B 1998 romy 3a ycmexu B
u3ydeHu poiu NO B perymsiiuuu  CepaeyHo-
COCYIHUCTOHl ~ CHCTEMBI ~ TpeM  aMEpUKAHCKHM
¢usmonoram  Obuta  mpucyxaena HoOeneBckas
npemuss B o0yacT (DMU3UOJIOTMM M MEIWLUHEL B
Hacrosiiiee Bpems oOmenpusnaHo, yto NO — 370
MHOTOYHKIIMOHAJIbHAST ~ CHTHAJBbHAs  MOJIEKYJIa,
aKTHBHas BO BCEX OpraHM3Max - OT OakTepui 10

JKUBOTHBIX U PACTEHHUH.

Y wnexomuratomux NO — BoBIeKaeTcd B
perymsaIuo COCYZIUCTOTO roMeocTasa, B
HEWpPOHAIbHYIO CUTHAIN3allUI0, B UMMYHHbBIA OTBET
opraHu3Ma Ha HHQEKIHIO, BOCHAJCHUE U JIp.
mporeccel (Schmidt, Walter, 1994; MenpmukoBa u
Ip., 2000). NO urpaet KIr04eByI0 poiib B aKTHBAIIUN
Makpo(aroB B JKMBOTHBIX KJIETKaX W B 3allUTe
KJIETOK OT TATOTeHHBIX OakTepui, a TaKkke
yJacTByeT B pPa3BUTHHM psijna 3a0oineBaHuil y
4yeloBeKa (ITpockypsikoB u Jap., 1999).
HccnenoBanus moka3aiy, 4YTO MEXaHU3MBI JeHCTBUS
NO y reHeTHueckH pa3HbBIX OPraHU3MOB MPOSIBIISIIOT
0ONBIIyI0 CTENeHb CXOJCTBA, YTO IO3BOJIAET
npeanojaratb O JPEBHEM  IPOUCXOXIICHUU
6uonorngeckoil ponmu NO y >KHBOTHBIX, PAacTCHHUH,
Gaxtepmii u ap. opranusmoB (Durner et al., 1999).
OpmHako BBICOKAS PEAKTUBHOCTh M “SHYC-JUKUN~
xapakrep NO 3aTpygHseT pa3padOTKy MOJAEIH O ee
pONM B CHTHAJIBHBIX MyTsX KJIETKH (MeHBIINKOBA 1
op., 2000; Griin et al, 2006). B O6ompmomx
KOHLEHTpausix Monekyaa NO TOKcW4Ha ISt
Gakrepuii, TpHOOB, OIYyXOJIEBHIX KIETOK, BHPYCOB,
pacTeHuil,  KMBOTHBIX  (Zumft, 1997). B
MHUKPOMOJISIDHBIX ~ KOHLIEHTPAIMsIX OKCHJI  a3oTa
MHIIyIPOBAJI aKTUBHOCTH Kaclla3, BHI3BIBAJ pacmaj
HYKJICMHOBBIX KHCIIOT U yMeHblIan cuHTe3 ATD B
kierkax Tabaka (JlyboBckas wu mp., 2007).

ToxcuurocTs Mosiekysbl NO cBsi3aHa C €€ BBICOKOH

PECaKTUBHOCTBIO K 6CHKaM, COACPIKABIINM METAJLJIBI C

MepeMEHHOM BaJICHTHOCTBIO, M KHCIOPOIY, a TaKiKe
ee CcmocoOHOCTBIO 00pa3OBBIBATH IMPOIYKTHI C
amuHamu 1 troamu (Van der Vliet et al.,, 1996).
Hcxons m3 3T0r0, B HAy4YHYIO JHTEPaTypy BBEACH
TEPMUH «HUTPO3aTUBHBIN cTpeccy (nitrosative stress)
AHAJIOTUYHO «OKHCIUTEIEHOMY cTpeccy» (oxidative
stress) (Hausladen, Stamler, 1999; Klatt, Lamas,
2000).

NO 6 orcusommnvix kaiemkax. B kierkax
KUBOTHBIX cHHTe3 NO ocymiecTBiseTcs IyTeM
OKHCJIEHHST ~ aMHMHOKHCIIOTHI ~ O-aprHHUHA  JI0
nutpyiuHa U NO. Peaknus HAJI®H-3aBucuma u
KaTaau3upyercsi (epMEHTOM — CHHTa30d OKCHja
azota (H®: 1.14.13.39). B kieTkax MIIEKOMUTAIONINX
HalJJeHO 3 OCHOBHBIX HM30()OPMBI CHHTa3bl OKCHJA
azota (NOS). Bce oHu Ha3BaHBI 0 HAUMEHOBAHUIO
TKaHeH, W3  KOTOPbIX  OBUIM  BBIJCJICHBI:
HelpoHaNbHas (nNOS), HHAYIHOENbHAS 3
makpodaroB (iNOS), osamoremuanbHas (eNOS).
Beinenena m3ohopmMa M3 MHTOXOHIPHH IE€YCHH
kpeicl  (MtNOS), koropas momobna iNOS
(Wendehenne et al. 2001). Bce NOS- muzodopmsl
obOHapyxuBatoT 50-60% HIOCHTHYHOCTH B WX
AMHMHOKHCIJIOTHOM  TociienoBaTenbHoCTH.  Kaknas
NOS mnpeacraBngeT IBOHHOI TOMeH, coAepXalux
N-TepMHHAIbHYIO OKCHreHa3y U C-TepMHHAIbHYIO
penykrasy. JIoOMEH OKCUreHa3bl HMeEeT T'€MOBBIN
HEHTP u CaiThI IS KodakTopa
TeTparuIpoOHONTEprHa. Jomen pexyKTa3sl
conepxxutr HAJIOH, ®AJl u ®MH-cBs3biBaromue
caiftel. Oba TOMEHa B3aWMOJICHCTBYIOT C IIOMOIIBIO
KaJbMOJYJINH-CBSI3bIBAIOIIETO caiiTa B (epMeHTe.
Kpome Ttoro, kaxmags NOS wumMmeeT pasnuyHyro
MPOTSHKEHHOCTh N-TepMUHAIBHOTO KOHIIa,

OIPCACIIAIOMICTO BHYTPHUKICTOUYHYIO JIOKAJIMU3alUIO

(epmenTa.

nNOS u eNOS — KOHCTUTYTHBHBIE M30(OPMBL, a
iNOS unnynupyercs B Makpodarax U B HEKOTOPBIX
JpYyrHX THIIAX O>HBOTHBIX KIETOK B OTBET Ha

nHpekoHHble  (hakTopel. AkTHBHOCTE nNNOS U
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eNOS B CHIBHON CTEIEHN 3aBHCHUT OT ITOBLIMICHUS

+ .
BHYTPHKJIETOYHOTO CBOOOTHOTO Ca2, KOTOPBIi

2+

cBsa3piBacTcs B koMmiuieke Ca KaJIbMOIYJINH.

AxtuBHOCT, iINOS HE 3aBHCHT OT KOHIICHTPAIIUH

+
BHYTPUKJIICTOYHOI'O C212 u KaJIbMOAYJIMH

CBA3BIBACTCA C (l)epMCHTOM JAAXKC B OTCYTCTBHUU

LUTO30JILHOI'O ca?™.  iNOS XapaKTepU3yeTcs
CTa0MJIBHOCTBIO M BBICOKOM  aKTHBHOCTEHIO.
KomuuectBo mpomynupyemoir um NO Ha 2-3
MOpSIJIKa BBIIIE 110 CPABHEHHIO C KOHCTUTYTHBHBIMHU
NOS (Marletta, 1994). bonbime xomuuectBa NO,
npoayuupyembie NOS makpodaros, 00yCI0BIHBAIOT
IIUTOTOKCHYECKUN W aHTHOaKTepuanbHBIA 3((dexT B
UMMYHHOH cucreMe MiekonuTaromux (Schmidt,

Walter, 1994).

Mounekyma NO JIAaBHO M3BECTHA B
HEOPTaHWYECKONH XUMHHM KaK JIUTaHJ B IKeJle30-
reMHBIX Komruiekcax. OHa o0pa3yeT OTHOCHUTEIHHO
CTa0MJIbHBIE KOMILUIEKCHI C JKEIIe30M B TIeMe
muroxpoma P-450, remorioOuHa, jerreMoriiodnHa
u B camoil NOS. B nocnegnem ciiydyae oKCUj a3oTa,

obpasoBaHHbIi Tpu  ydactun NOS, wuHrHOMpyer

aKTHBHOCTH (hepmenta (Marletta, 1994).

Bbuonornueckoe  merictBue NO wum NO-

IIPOU3BOJHBIX (mampumep, HNEPOKCUHUTPUTA)
OCHOBBIBACTCA Ha XUMHUYECKOH MOHH(bHKaHHH
OMOIOTMYECKUX MOJIEKYJ TOCPEICTBOM CBSI3BIBAHUS
C MeTaulaMH C TIGPEMEHHOW BaJICHTHOCTBIO B
MeTayuTo0eIKax (MeTaITIOHUTPO3WIINPOBAHNE),
KOBAJICHTHOM MOAM(UKaInu OEIKOBBIX OCTAaTKOB
nucrerHa  (S-HUTPO3WIMPOBAHWE) W THPO3WHA
(THPO3MHHUTPOBAHUE). Ot TIPOLIECCHI
paccMmarpuBaroTcs Kak cnenuduyeckne
MOCTTPAHCISIIMOHHBIE  MoAu(UKaMu  OEJIKOB.
MeTannoHUTPO3UIUPOBAHKE u S-
HUTPO3UJIMPOBAHUE  CUHUTAIOTCA O6paTI/IMI)IMI/l, a
TUPO3VHHUTPOBaHUE — HEOOPaTHMBIM IPOLECCOM
(Schopfer et al., 2003). M3BectHo Oosee 100 GenkoB,

KOTOpbIe UACHTU(DUIIUPOBAHBI KaK MHIIEeHU it NO

(Besson-Bard et al., 2008). B pesynprate NO-
Moaudukanuu OeTKW HM3MEHSIIOT CBOM CBOWCTBA —
AKTHBUPYIOTCST WM HMHrHOHpytoTcs. M3meHeHue
KoH(popMmanun OenkoB mop AeiictBueM NO MoOXeT
COMPOBOXKIAThCS AKTHBALMEH WIIM HHAKTHBAIHEH
TPAHCKPHUIIIUOHHBIX (DAKTOPOB U TaKUM 00Opa3oM
MOXET BIMATh Ha 3Kcopeccuto reHoB. C napyroi
cTopoHbl, NO MOXET aKTHBHPOBATH CHUTHAJIHHBIC
MPOIIECCHI, BKIIIOYAsi CHUHTE3 CAUIMIIOBON KUCIIOTEHI,

[MUKIAYECKOro  ryaHo3uaMoHodochara (cGMP),

MOTOKHU Ca2+, obpatumoe  ochopuiIrpoBaHue
OenkoB. Bce 3Tm mpouecckl B CBOWO  OYepelb
OKa3bIBAKOT BIINSITHUC Ha TPAHCKPHUITITUOHHBIC
(axTopsl, Bexymue k sxcnpeccun reHoB (Neill et al.,
2003).

Pone NO 6 pacmenusx. PaGoTel 10 U3y4YCHHIO
NO y pacrenmii Oputn HawaTel B 70-rogax
MIPOILIE/IIEr0 CTOJETHSI C YCTAaHOBJIEHHs (pEeHOMEHa
smuccnd NO W3 pacTHTENbHBIX TKaHed (Anderson,
Mansfield, 1979; Klepper, 1979). Otumu aBTopamu u
npyrumu  (Wildt et al., 1997) 6putO0 ycTaHOBICHO
BoiieneHne NO W3 TKaHell  pacTeHMHl mpu
HOPMaJIbHBIX (U3HOIIOTHYECKHX YCIIOBUSIX
Npou3pacTaHusl pacTeHUH M ycuwienue smuccun NO
IIPU BBICOKOW KOHIEHTPAlMM B TOYBE HHUTPATHOTO
a3ora, 00pabOTKe  pacTeHHU  repOUIUIaMHu,

CAJIMLIMJIOBOM KHUCJIOTOW W JIPYrUMU OMOJOTMYECKH

AKTHUBHBIMH BCIICCTBAMH.

Tak, mpM HOPMAIBHBIX YCJIOBHAX  JIICTBS
moxcoHeyHnKa npoxynupyioT NO ot 0,05 mo 0,3
umoinb / T /94 (Rockel et al., 2002), a mucThs Tabaka
okono 1 Hmonst (Mur et al., 2005). IIpu nelictBumn
aHokcuu npoaykuust NO yBeJIM4nBaeTcsl B JIMCThIX
nozaconHeynnka 1o 170 umons (Rockel et al., 2002),
NPy JEWCTBUM TMATOT€HHOW WH(MEKIMHM Ha JIHUCThS
tabaka 10 40 HmMons ¥ 10 10 MKMoOb / T/ 4 — mipu
o0paboTke nucTheB cou HuTparamu (Mur et al.,

2005; Klepper, 1987).
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N3ydyenne Qusmomornyeckod U OMOXUMUYECKOM
ponmu NO B pacTeHHsX B Te€ TOJbl OTpaHUYMBAIACH
HEOOJIBIIIMM KOJIMYECTBOM PadOT 10 MyONUKAIiu B
1998 romy crareit Delledonne ¢ coaBt. m Durner c
coaBT. 0 ponu NO B pacTeHHsIX KaK CHUTHAIbLHOMN
MOJICKYJIbl, WHUIMHUPYIOLICH 3alUTHbIC pPEeaKiuu
pacteHusi. B mocnenHue roabl HTOTH HCCIeIOBaHUN
O pOJM OKCHJA a30Ta B pPACTCHUSX PEryJSIPHO
0000mafoTCsT B HAay4YHOW IIEPHOJIMYECKON NedyaTu
(Beck et al., 1999; Wojtaszek, 2000; Lamattina et al.,
2003; Neill et al., 2003; Wendehenne et al., 2004;
JmutpueB, 2004;  Arasimowicz,  Floryszak-
Wiczorek, 2007; Molina-Favero et al., 2007; Besson-
Bard et al., 2008; Hong et al., 2008). YcranosneHo,
yto NO BOBJECYCH BO MHOTHE MeTaboimdeckne
MPOLIECCHI B PACTCHUSIX: B 3amuTHbie peakuuu (Hong
et al., 2008), Tporrm3mer (Hu et al., 2005), nBetenue
(He et al., 2004), B ycrenunbrii mexanu3Mm (Neill et
al., 2008), obpazoBanue kcmiemsl (Gabaldon et al.,
2005), apmanTanmMi0 W OTBET Ha CTPECCOBBIC
BO3JICHCTBHS (Valderrama et al., 2007),
dbopmupoBanue kopheit (Correa-Aragunde et al.,
2004; Pagnussat et al., 2003) wu apyrue
¢usmonornueckue mnponecchl (Beligni, Lamattina,

2000).

Uzyyen mpoduip reHoB y apabuporicuca,
skcnpeccupyeMblx NO (HUTPONPYCCHAOM HATpPHUs)
(Polverari et al.,2003; Parani et al., 2004).
ITokxazaHo, 4uT0 B OTBEeT Ha 00paboTKy pacteHuii 0,1
MM pacTBOpOM HHTpONpyccHaa Harpus (ZoHOpa
NO) »skcnpeccupyercst 124 ren, a npu obpaboTke
1,0 MM pactBopom — 261 ren. Ilpu stom 43 rena
aKTHBUpPYIOTCS TIpu o0enx KoHueHTpammsix NO
(Parani et al, 2004). OOpaboTka pacTeHnit
ces3piBatoliM  NO  coeanHeHHEM  (TYIIHTETIEM,
CKaBEHIepOM) - PTIO (2-phenyl-4,4,5,5-
tetramethylimidazoline-1-oxyl), HUBEJIUpOBaa
akTuBHpymoniee BiausHiue NO Ha SKCIPECCHIO T€HOB
apabumorncuca (Parani et al., 2004). Dto mo3Bosser
roBoputh o cneuudpuuHoctu xaedcteus NO Ha

YpOBEHb TPAHCKPHIITOB. BonpmmHCTBO

aKTMBUpYeMbIX  mojJ  BiausHueM NO  reHoB
aKTUBHPYIOTCS TaKXKe M IpU OEHCTBHM JPYTrUX
abnoTHueckux W OMOTHYECKHMX  CTPECCOBBIX
(akTopoB, uYTO TOBOpUT O BOBIedeHHH NO B
PEryJSILUIO MHUPOKOTO JHana3oHa GpU3HOIIOrHIEeCKHX
GyHKUMI, CBA3aHHBIX C 3allUTOH pPacTeHUS OT
OoJie3Hel M MaTOTeHHBIX OaKTepHil, OKUCIUTEIbHBIM
CTPECCoM, CUTHAJIBHOM TpaHCAYKIUEH u
TpaHCKpUNUUOHHbIMU (akTopamu (Parani et al.,
2004). B TO xe BpeMs mo naHHeIM Parani et al.
(2004) u3 342 reHoB apaOuioICHCa, aKTHBUPYEMbIX
NO, 126 — kogupyroT O€IKH C HEU3BECTHBIMH

byHKIIUAMEI

3HaunTenbHas Jokanuzanus NO oOHapykeHa B
COCYAMCTBIX TKaHAX JIMCTBEB MOJOABIX paCTeHI/Iﬁ
ropoxa, a Ha CYOKJICTOYHOM YpPOBHE HWHTEHCHBHOE
obpaszoBanne NO HaOmOIanoch B TEPOKCHCOMAX
npu  ydactuu  ¢epmeHTa momobHoro  NOS,
WCTIONIB3YIONIETO ApTMHUH KaK CcyOcTpar peakiun

(Barroso et al., 1999; Corpas et al. 2004).

NOS wupeHTHOUUMpPOBaHA B  MHUTOXOHIPHUSX
>KUBOTHBIX, @ B PACTUTEIbHBIX MUTOXOHAPUX NOS-
nojoOHast  peakuust oOHapy)keHa B  KOPHSX
Arabidopsis  thaliana (Guo, Crawford, 2005).
Monynauust akTUBHOCTHU aJIbTEPHATUBHONW OKCUIA3BI
B MHUTOXOHJIPHSX MOXKET MPOUCXOANUTH 3a cueT NO,
obOpaszyemoii B mepokcrucomax (Barroso et al., 1999;
Huang et al, 2002). Ommako NO B BBICOKOH
KOHIICHTPALIMA MOXET BBI3BIBATh OKUCIHATEIBHBIN
cTpecc u rubens KieTok (Zottini et al., 2002). IIpu
STHX YCIOBHSIX HAONIOMACTCS TIOYTH 3-KpaTHOe
MOBBIIIIEHUE OJKCIPECCHH TeHa albTepPHATHBHON
OKCcHAa3bl B JHCTHhIX apabuporicuca (Parani et al.,
2004), 4TO MOXKET MIPOTUBOAEHCTBOBATh
MHTMOMPOBaHHUIO IMTOXPOMOKCH/IA3bl U MOBBIIICHUIO
ycrodunBoctd Kk NO-tokcuuyHoctu (Huang et

al.,2002).

Bzaumooeiicmeue NO ¢ Opyeumu cuenanbHbimu

MONEKYIAMU. NO curHagpHas cHCTEMa TECHO
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MEPECCKACTCA C APYrUMH CUTHAJIbHBIMU ITYTAMHU H

OT/EIbHBIMU CUTHAJIbHBIMU MOJICKyJIaMU
(Tapuesckuii, 2000). B »stom mmaHe ocoboe

BHUMaHHE yJEISAETCS aKTUBHBIM (hopMaM KHCIIOposa

(ADK), woHaM KanbIHs (Ca2+), CaJTMITHITOBOM
kucnore (CK), cGMP u cADPR (Courtois et al.,
2008; Neill et al., 2008; Asai, Yoshioka, 2008).

B KMBOTHBIX TKaHAX Ba)XHOW MHIICHBIO IS
OKCHJA a30Ta, KAK CUTHAIBHON MOJIEKYIIBI, SIBIISICTCS
¢epMeHT -  ryaHmiarmukiasa.  Llukmmuecknit
ryanmnatr  MoHodochar  (cGMP),  koTopbIi
oOpazyercs mpu cBsa3piBanud NO ¢ remMom
TyaHWJIATIMKIIA3bl, PErylupyeT MHOTHE KJIETOUHBIE
¢ynkuu (McDonald, Murad, 1995). B pactenusx
cGMP y4acTBYyeT B HHIYKLIHAH CHHTE3a
METa0OJINTOB, BOBJICUCHHBIX B 3al[UTHBIC PEAKIINU
(Bowler et al., 1994). IlpumeuaTenbHO, YTO TEHBI
Tabaka, OTBETCTBEHHBIE 3a CHHTE3 3alIUTHBIX
MeTabonuToB, HHAYIHpYoTcsa kKak NO, Tak 1 cGMP
)54 LIUKJINYECKON aneHo3uHIUpochaTpruO030it
(cADPR). Otu 1Be MOJIEKYJIBI CITY’)KaT BTOPUYHBIMHU
MecceHmkepaMu B NO-CHUTHaJIMHTE y JKMBOTHBIX.
VYBenuueHne B TKaHAX Tabaka I0J BO3JEHCTBHEM
NO yposHast cGMP HanomuHaeT KapTUHY U3MEHEHUS
ypoBHss c¢cGMP mox BrausHuem NO B KieTkax
IIaAKoNH MycKynaTypsl miekonuTaoonmx (Durner et
al., 1998). DT aBTOPHI MPEAIIOIATAIOT, YTO PACTCHHS
U JKUBOTHBIC HCIIOJIB3YIOT OOIIHE MEXaHU3MBI IS

TpaHcayKiun NO-curHana.

O0paboTka CYCHEH3MOHHOW KYyJIBTYPHl KIIETOK
WIN JUCTheB Tabaka HHUTPONPYCCUAOM HATpHS,
NpUBOAMIA K  BPEMCHHOMY  YBEIMYCHHIO B
HECKOJIbKO pa3 cojaepkaHus sHioreHHod cGMP, k
SKCIpEeCCMH  TeHOB,  komgupywoommx PRI (c
MaTOreHe30M CBSI3aHHBIN 6eJ10K) u
(denunananunammonuiinuazy (PAL) (Durner et al.,
1998). Takum obpazom, NO, cGMP, cADPR moryt
aKTHBUPOBAaTh  TEHBI,  KOIUPYIOIIHWE  CHHTE3

MeTa6OJ'II/ITOB, KOTOPBIC OKa3bIBAKOT TOKCHYECKUMN

s¢¢dext Ha maroreHHble OakTepuu. Ilpmuem wux

BIMSIHHE  B3aUMOCBS3aHHOE M CHHEPIHYECKOE.
MexaHnu3Mbl 3TOTO BIMSHHUSA B HACTOSINEE BpEMs
aKTHBHO M3Y4YalOTCs Y pa3HbIX opranu3Mos (Besson-

Bard et al., 2008).

NO SABJIACTCA OJHUM nus3 KIIFOYCBBIX

MECCEHIKEPOB,  OCYIIECTBISIIONIMX  PEryJIIIUI0

romeocrtaza Ca2™ (Courtois et al., 2008). IToutu Bce
TUIBI KaIbIHEBbIX KAaHAJIOB H TPAHCIOPTEPOB
HaXomATCS TOJ KOHTpOJeM oOKcuaa asora. NO
HM3MEHSCT ux AKTUBHOCTH myTeM S-
HUTPO3WIMPOBAHHUS  WJIM  4Yepe3  BTOPUYHBIC

meccenkepsl — cGMP u cADPR. Tak, cADPR

2+
CHOCO6CTByeT BBIJICJICHUIO Ca u3

BHYTPUKJIETOUYHOI'O IIPOCTPAHCTBA Y JKUBOTHBIX U

+
pacTUTENBHBIX KJIETOK 4Yepe3 aKTHUBAIHIO Ca2t.

nponunaembix kananoB (Fliegert et al., 2007). B
TOXE BpEMS OSKCIO3HLUS CYCIIEH3HOHHBIX KJICTOK
0000B m Tabaka Ha pactBope ¢ NO-IOHOpPOM
MIPUBOAMIIA K

OpICTpOMY YBEIMICHUIO

KOHIIEHTPALH Ca?t B LUTO30JIE U €r0 OTTOKY W3
BHEKIIETOUHOro mpocTtpanctBa (Lamotte et al.,
2004). Bpixonm Kambluss B IUTO30JIb AKTHBHPYET
A®K-renepupytomue QepMeHTE, B TOM 4YHCIE
nepokcunaszel 1 HAJI®H-okcnnasy (Desikan et al.,
1998; Konynaes, Kapner, 2009).

B NO-curHaipHBIM Kackal, MOIYIHPYIOIINH
AaKTUBHOCTh  KaNbLHEBBIX KAHAJOB, BO3MOXHO
BOBJIEKACTCS TPOTEHHKMHA3a C MOJEKYISIPHBIM
Becom 42 /I, wuAeCHTHYHAS TPOTECHHKHHA3E,
AKTUBHPYEMOH OCMOTHYECKHAM CTPECCOM B KYIBTYpE
CYCIICH3MOHHBIX KileTKax Tabaka (NtOSAK) (Lamotte
et al., 2006). B 1o *xe BpeMs OCMOTHYECKHU CTpecc
BeleT K OblcTpoMy ycwieHuto cuHtesa NO B
mucThsix Tabaka (Gould et al.,2003). /lokazaTenbcTBO

yuacTus ImpoTenHKkHHa3 B NO-Kackaze, CBSI3aHHOM C

CaZ™- KaHaJiaMu, npuBozsTcs B 063ope Courtois et

al. (2008).

JOURNAL OF STRESS PHYSIOLOGY & BIOCHEMISTRY Vol. 5 No. 3 2009



Glyan’ko et al 39

Odusnonorudyeckas pons  NO  kak Ca?t-
MOJYJTUPYIOLIET0 COCANHEHUS JI0Ka3aHa B OIBITax C
CYCIIEH3MOHHBIMH KJIeTKaMH Tabaka ¥ BHHOIpaza
(Gould et al.,, 2003; Lamotte et al., 2004, 2006;

Vandelle et al., 2006). B yacTHOCTH, B 3THX OIBITax

+ .
OTTOK Ca2 B NHUTOIUIa3My Ha (oHe [ercTBUA

OCMOTHYECKOTO CTpE€CCa MU IAaTOI€HHOI'O JJIMCHUTOpa

ymenbmancs noj siusaineM NO-ckasernrepa (PTIO)
W WHTHOUTOPOB aKTUBHOCTH KHBOTHOH NOS.

Hpez[nonaraeTCH, YTO HU3MCHCHHUEC KOHLCHTpALUU

+
CB06OI[HOF0 Ca2 B IOUTOIINIa3MC M BHCKJIICTOYHOM
IMMPOCTPAHCTBE MOKET OBITH OOBICHEHO MpsAMbIM WUJIA

KOCBeHHBIM BiusHHeM NO Ha CHrHalbHEIC 6eJ'IKI/I,

KOTOpBIE BKJTIOYAIOT Ca?"-3aBucnmere
nporenHkrHa3el (CDPKSs), muToreHakTuBHpyembie
nporerHkuHa3sl (MAPKs) (Besson-Bard et al.,
2008). Ilo gamueiM Parani et al. (2004) NO
peryaupyeT  TpaHCIHPAalMOHHBIM  ypoBeHb 24
MPOTEWHKWHA3 W3 Pa3IMYHBIX KiaccoB. I1oCKONMBKY
MIPOTEUHKWHA3BI TI0 COBPEMEHHBIM IPEICTaBICHUSIM
SIBIISTIOTCSI OCHOBHBIMH COEIMHEHHSIMA B CUTHAJIEHOU
CeTH B KJIeTKe M Mexny kiuerkamu (Nakagami et al.,
2005) CTaHOBHUTBCS MOHATHBIM TO Pa3HOOOpa3HOE
KOJIMYECTBO OTBETOB opraHu3Ma Ha neiictBue NO,
TaKMX KaK OSKCIPECCHsl T'eHOB 3allMThI, 3aKpBITHE
ycThHll, (OpPMHUpOBaHHE OOKOBBIX KOpHEH W Jp.

(Lamattina et al., 2003).

Bzaumoneiicteue ADK u NO xopoiro uzydeHo
npu ¢uronarorenese, KoTZa CHCTEeMHas
npuoOpeTeHHass YCTOMYUBOCTH (HOpMHUpPYETCs Ha
OCHOBE CBEpPXUYBCTBUTEJIHHOW pEaKIUU KJIETKU
(CBY) u mocnenyromeit ee rudenu. Kak mokazamu
UCCJICJOBaHUsl THOENb KIETKH PACTeHHsI-X035MHA

npu CBY ectp pe3ympTaT  OJHOBPEMEHHOTO

aeificteust HyOy 1 NO (Zaninotto et al., 2006). Bo

B3aumozeiricteie NO wu A®DK  BoBiekaercs

HAJI®H-okcunaza, npoayuupyrowmas CynepoKCH

anuoH (O77), n ¢ y4acTHEM CYNEPOKCHITUCMYTa3bl

- HyOp (T'mameko wm 1p.,2008; 2009). Ilpm

Bzaumogedicteur NO ¢ O~ obpasyercs

nepokcuHUTpUT (OONO7), KoTophlii kak u NO,
MOXET pearupoBaTh ¢ OeikaMu (HUTpPOBaHUE, S-

HUTPO3WIHPOBAHWE) M H3MEHATh HX CBOWCTBa

(Lindermayr et al., 2005). Cootnomenne NO, Oy,

HyO> mn OONO™ ompenenser CBY knerkm Ha

HWHBa3uI0 (PUTOMATOTCHA WM JICHCTBUE SIUCUTOPA Ha
pacteane (Delledonne et al., 2001; Zhao et al.,
2007).

Xopomo ussectHo, uTo CK sBisieTcs BakHeimei
CUTHaIBHOM  MOJNEKYJIOH y  pacTeHMHd  1pHu
naroreneze. NO mnpu yuactum CK (ycmnmrens
Kackajia peakluil, MHUIIMHPYEMBIX OKCHUIOM a30Ta)
BBI3BIBACT OKCIIPECCHI0 TEHOB 3alllUThl M, B
yactHOCTH, cuHTe3 PRI u PAL (Durner et al,
1998). Ilpm stom BausHue NO Ha SKCIPECCHIO
3aIIUTHBIX T€HOB y pacTeHui ycmnuBaerca ADK u
CK, TO ecTb HuMEEeT CHHEPTUYECKHUH XapakTep

(Delledonne et al., 1998). H)Oy MoxeT BIUATH Ha

curHanbHele GyHKIHA NO TOCPEICTBOM aKTHBALIUU
cunteza CK, koTopas B CBOIO oOuepenb, SBISACH
KOHKYPEHTHBIM

I/IHFI/I6I/ITOp0M KaTaJia3hbl,

crnoco0cTByeT HakomeHnio HyOy (Rao et al., 1997).

Takum o6pasom, NO BoBiedeHa BO MHOTHE
OTBETHI KJIETKH Ha JII000E CTPECCOBOE BO3JICHCTBHE.
Opnako wusydeHue B3aumocBsizu NO ¢ apyrumu
CUTHAJIBHBIMU MOJIEKYJIAMH YETKO IOKa3bIBAET, YTO
HaKOIUICHHE OJIHOTO CUTHAJIBHOTO KOMITOHEHTa
HEIOCTaTOYHO, YTOOBI HMHIYI[UPOBATh KaKHUe-ITHOO
¢usnonornueckue u3MeHenus: (Zaninotto et al.,
2006). HaxoruieHue B KJIETKaX PAacTeHHUN aKTHBHBIX
tdopm azora (ADPA), mHHOHHUpyeMOe AEHCTBHEM
HeOJIaronpUsTHBIX (hakTopoB, BBI3BIBACT
HHUTPO3aTUBHBIA CTpPECC Yy pPAacTeHUM, KOTOPBIH

COIIPOBOKAACTCA HAKOIUICHUCM B KJICTKAX paCTeHI/Iﬁ

NO u mpoaykToB €€ B3aUMOJEICTBUS C APYrHMMHU

JOURNAL OF STRESS PHYSIOLOGY & BIOCHEMISTRY Vol. 5 No. 3 2009



40 PHYSIOLOGICAL ROLE OF NITRIC OXIDE

MOJICKYJIaMH, TaKuX KakK TMEPOKCUHUTPUT, S-
HUTPO3OTTIIOTATHOH, HUTPOTUPO3MH H Op. OTH
COENMHEHUs]  MOTYT  OKa3blBaTb  TOKCHYECKOE
JieiicTBre Ha pacTHTENbHBIE opranm3Mel (Valderrama
et al., 2007). OueBumHa TecHas B3aMMOCBS3b
HUTPO3aTHBHOTO  CTpecca C  OKHCIUTEIbHBIM
ctpeccom (Valderrama et al., 2007). J[loka3aHo
MHULUMPOBAaHWE  HUTPO3aTHBHOI'O  cCTpecca Y
pacTeHudl B TKaHAX pacTeHUH @puU JAEHCTBUU
coieBoro crpeccopa. Ilpm 5TOM TOKa3arensMu
cTpecca CIyXKWin naHHbie 00 ypoBae ADA — okcuaa
a30Ta, S-HUTPO3OTHOJOB, S-HUTPO3OINIyTaTHOHA
(Valderrama et al., 2007). OgHako MeXaHH3MBI ITHX
MPOLIECCOB OCTAIOTCSI HEU3BeCTHHIMH. Ilo maHHBIM
Hdy6oBckoit m ap. (2007) mnpm OKHUCIUTETFHOM

CTPECCE B KIIETKAX Ta6a1<a, BBI3BAaHHOM JICHCTBHEM

sk3orenHod  HpOp, NO B MHKPOMOJIAPHBIX

KOHIICHTPAIUAX MMOABIsUIa EPEKUCHOE OKHCIICHHE
mumuaoB, ¢parmeHtanuio totanpHOM JIHK. B
MUJUIMMOJIApHOM  KOHIeHTpauuun NO  oka3blBasia
TOKCHYCCKUH 3PQEKT, BRIPAKAONUICI B YCUICHUN
Kacrazo-1oJjooHoi aktuBHOCTH, nerpaganuu JJHK u
KJICTOYHBIX OCJKOB, B yMeHbIleHUU cuHTe3a ATO.
ITo mamueiM Asai, Yoshioka (2009) NO wurpaet
KapAWHAJIBHYIO POJb B 3allUTe KJIETOK Tabaka OT

HEKpOTpOopHUYIECKOro naTtoreHa Botrytis cinerea.

Otmeuaercs TecHas CBS3b NO c
¢uroropmonanbHeiM  00MeHoMm (Lamattina et al.,
2003; Molina-Favero et al., 2007). B aykcun-
3aBUCUMBIM O0Pa30BaHUH MPHUIATOYHBIX KopHEH NO
JIEHCTBYET KaK BTOPUYHBI MECCEHIKEpP B CHHTE3E
NVYK (Pagnussat et al., 2003). Heo6xoanmocts NO B
AYKCHHO3aBHCHMOM OOpa3OBaHUHM KIYOCHBKOB Y
6000BBIX c HeJleTepPMUHATHBIM THIIOM
muddepeHnmanmn KITyOEHBKOB cooOIIeHa B padoTe
Pii et al. (2007). TecHast cBs3p (PUTOrOPMOHAIBLHOTO
obmena c¢ MmerabomuzmoM NO TOATBEpXKIEHA U B
npyrux — paborax. Tak, o00paboTka pacTeHHI
9K30T€HHBIMU (UTOTOPMOHaMH - aykcMHOM, ABK,
KHHETHHOM, NPHUBOAMIA K ycmieHHio cuHTe3a NO B

kierkax pacrenuit (Tun et al., 2001; Neill et al.,

2002; Tun et al., 2008). OTMe4aeTcst, YTO OJHON U3
BO3MOXKHBIX IIPUYMH OTPULATENBHOTO  BIHMAHHSA
BBICOKMX 103 HHTPAaTHOIO a30Ta Ha (hOPMHUPOBAHHUE
0000BO-pH300MaTFHOTO  CHMOMO3a MOXKET OBITh
HapylleHHe B OalaHce ayKCHHOB M OKCHAa a30Ta,
WHHALHMUPYIOIIUX JIeJICHHEe KOPTUKAJIBHBIX KIETOK H
obpasoBanne npuMmopaus Kiryoenska ([JITHBKO U

Ip., 2009a).

Cunmes NO y pacmumenbHblX OpP2aAHUIMOS.
Bompoc o mytsx cunresa NO 0AHO3HAYHO pelIeH
JUIS SKUBOTHBIX OpraHm3MoB: oOpa3oBanue NO B
9TOM Cllydyae TMPOUCXOJIUT U3  O-aprUHUHA, C
ydactieMm Oy u BoccranosiienHoro HAJI®. Peakuus
KaTaJln3upyerca cuHTa3ol okcuaa asora (NOS) mo
cinenyrolei cxeme: o-apruaud + Oy + HAIOH —

o-nUTpyauH + okcun asora. Bee msodopmer NOS
crneuupUYecKn  yTHIM3UPYIOT  O-aprMHUH  Kak

cyocrpar (MenbiukoBa u Ap., 2000).

Uro xacaeTcst pacTUTENFHBIX OPTaHU3MOB, TO STOT
BOIIPOC /IO CHX IIOp OKOHYATeIHHO HE pemieH. B
HACTOSIIeE BpeMs  HUCCICNOBATEISIMA  AKTUBHO
obcyxmatorcst aBa mytu cuHTe3a NO B pacTeHUSX:
HUTPAT/HUTPUT - ¥ O-aPTUHUH — 3aBUCUMBIC ITYTH.
IlepBBIii TyTh NpeAyCMATPUBAET BOCCTAHOBIICHHE
HUTPATOB M HUTPHUTOB B JIMCThsIX U KOpHsX 710 NO ¢
ydyacTHeM IMTO030JbHOI HuTpaTtpeaykrassl (HP)
(Yamasaki, Sakihama, 2000; Garcia-Mata,
Lamattina, 2003; Meyer et al., 2005; Shi, Li, 2008) u
HUTPUT-NO-penyKTassl, JIOKaJTM30BaHHOM Ha
mIa3MaTH4IecKoil MemOpaHe KopHel Tabaka (Stohr et
al., 2001). VYwyactme accumwisnuonHoir HP B
reaepannn NO B Hacrosimiee BpeMs B 0OO0IIeM
nokazaHo. Tem Ooiee, uto emie B Hayane 60-rogoB
mporwtoro cronetuss Fewson m  Nicholas (1960)
obnapyxm NO Kak IpOMEXyTOYHOE COeTUHEHHE
IpPU BOCCTAHOBJICHHHM HHTPATOB PACTCHUSMH U
MHUKpPOOpraHu3Mamu. Bompoc B TOM B KakKuX
konmyectBax NO  MoxeT 00pa3soBBIBAThCS €
yuactueM HP. ITo manueim Rockel et al. (2002)

npoaykiuss NO npy HACHIIAOIMNUX KOHIIEHTPAIUIX
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cyocTpara COCTaBJISIET TOJIBKO 1% oT
HUTPATBOCCTaHABIIUBAIOLIEH cnocoobnoctn  HP.
OnHako TpH CO3JAHUM OIPEAEIECHHBIX YCIOBHH
(aHOKCHS, BBICOKAS 032 a30THOTO yAOOpEHUS U [p.)
akTMBHOCT, HP mOBBIIaeTCS W COOTBETCTBEHHO
YBEIMYHMBACTCS B LUTO30JI€ YPOBEHb HHUTPUTOB H
reneparms NO (Rockel et al, 2002). Astops!
JIeTIafoT BBIBOJ, YTO 9K30 - M JHJOTCHHBIE YCIIOBHS,
CIOCOOCTBYIOIIME  HM3MEHEHUIO  KOHIEHTpAalUU
HHUTPATOB B LUTO30I1e I CKOpPOCTH
BOCCTAHOBJICHUSI HUTPUTOB MOTYT YBCIINYMBATHL WJIN
yMmeHbIIaTh TeHepammio NO c¢  ywactuem HP.
O®yHknuoHanbHoe cocrosHue HP  omnpenensercs
dbochopunmpoBanuemM wim aedochHopuIupoBaHuEM
tdepmenta (Lea et al, 2004). Cuauraror, dTO
KOJIMYECTBO 0Opa3yromero B KieTkax pacreHuit NO
npu ygactun HP OGomee wem mocraTouHo s ee
NEHCTBUS KaK CHTHAJIBHON Monekynbl (Meyer et al.,
2005). Ongnako, Kak OTMEYAJIOCh BBIIIE, SKCIPECCHUS
SAEPHOTO T€HOMa Ha TpHMepe apadHJoINCcHca I0J
BausiHueM NO — 3To mpouecc, 3aBUCHUMBIH OT
YPOBHS OKCHJA a30Ta: YeM BbIlIe KOHIEeHTpaust NO
B KJIETKaX TeM OOJIbLIE HKCIPECCHPOBAHHBIX TEHOB U
BbIIII€ HMHTCHCHBHOCTH 06pa3013.aH1/1$[ TPaHCKPUIITOB
(Parani et al., 2004). Yuactue HP B reneparun NO
ObUIO TOATBEPXKICHO B ONbITaX C MYyTaHTAMH
apabunorcuca, nepunutHeix o HP, m moxaszano,
gto cuaTe3 NO ¢ ygactmem HP — ocHOBHOE 3BeHO B
curHamuare  ABK  (abcim3oBoit  KHCIIOTBI) B
PEryJNAUM  OTKPBITUS M 3aKPBITUS  YCTHHYHBIX

kietok (Bright et al., 2006).

JpyruM  KOMIIapTMEHTOM  BOCCTaHOBJICHUS
HUTPATOB ¥ HUTPUTOB MOJKET OBIThH IJIa3MaTHYECKast
MeMOpana xieTok pacteHuid. [lo manHbIM Stohr et
al. (2001) HP (IIM-HP), nokamnzoBaHHas Ha
IUIa3MaTU4eckoil MeMmOpaHe B acCcoUUaluu  C
HUTpUT-NO-peaykTa3on (HuPNOP)
BOCCTaHABIMBAIOT  HHUTPAaThl M  HUTPUTBI  C
oOpazoBannem NO. Bricokue 1031 MHHEPAIbHOTO
a3ora, a TaKke OMoTHdeckue (GakTopsl (pHU300MU U

rpubHas MUKOpHU3a) ycmnBaioT reneparuio NO, 9To

coBmnajaer ¢ ycuneHueM aktuBHoctu [IM-HP, Ho He
nurorazMatudeckoir HP (Stohr, Stremlau, 2006).
Opnako cenenuit 06 maeHtuduxkannun HuUPNOP B

HacTosmiee BpeMs HeT (Besson-Bard et al., 2008).

Haubonee AMCKYCCHOHHBIM SBIISIETCS BOIIPOC O
rerepaiiud NO B pacTeHHsX IyTeM OKHCICHUS O-
apruanHa ¢ momomsio  NOS.  T'omomora
uneaTuaHoro xuBoTHOM NOS B reHome Arabidopsis
He oOHapyxeHO (Arabidopsis Genome...,2000).
OpmHako B HACTOSIIEE BpPEMs HMEETCS JOCTATOYHO
MHOT'O JIaHHBIX, CBHJCTEIHCTBYIOIIUX O HAJMYUU B
TKaHsX M opraHeiax pacteHuit NOS-nono6HoM
peakiuu (Cueto et al., 1996; Barroso et al., 1999;
Ribeiro et al, 1999; Crawford, 2006).
[ToaTBepkIeHHEM CYIIECTBOBAHUS B PACTCHHAX
NOS-3aBucumMoii  pepMEHTHONH pEaKIH  CIYKHUT
MHTUOMpOBaHHE B TKAaHSAX M B CYCIIEH3MOHHBIX
KyabTypax ycuieHus reHepauuun NO B oTBeT Ha
JICWCTBHE PAa3IMYHBIX JK30TCHHBIX (HAaKTOPOB ¢
moMoIel0 HHruOuTOpoB *)uBOTHOH NOS (Foissner
et al,, 2000; Tun et al., 2001; Guo et al., 2003;
Lamotte et al., 2004; Vandelle et al., 2006; Zhao et
al., 2007a; Arnaud et al., 2006). B wucciegoBaHusIX
Corpas et al. (2004; 2006, 2008; 2009)
cymectBoBanne NOS-momo0HOW aKTUBHOCTH B
JIUCThSAX TOopoxa ObLIO MOATBEPIKICHO PAa3IUYHBIMU
KOH(OKATBHOM

METOJaMu: Jla3epHOU

MUKPOCKOIHEH, WHTHOUTOPHBIM aHaJIUu30M,
MPUMEHEHHEeM aHTUTeNl K >kuBoTHOW iNOS wu ap.
BrigeneH u ounIeH U3 MePOKCHCOM JINCTHEB TOpOXa
thepmeHT (wmm (hepMeHTHBII KOMILJIEKC),
obmamarommit NOS-aKTHBHOCTBIO M HCIIONB3YIOIIUH
JUIS CBOCH peakluh Te JK€ CyOcTpaTrhl 4YTO U

xwuBoTHas NOS (Corpas et al., 2009).

OcoOeHHO MHOTO  BONPOCOB  BO3HHMKAaeT B
nociesiHee BpeMsi OTHOcUTelnbHO TeHa ANOSI,
uaeHruuuupoBanHoro B Arabidopsis  thaliana,
koaupytomero 6emok ¢ NOS-akTHBHOCTBIO. OTOT
oenmok (AtNOSI wim AtNOAI) obnagaer OONbIION

CTETIEHBI0 TOAOOMA K  Oenky W3 VIUTKH,
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yuactBytoniero B reuepaiuud NO (Guo, Crawford,
2005). Wmeercs  J0CTaTOYHO MHOTO  padorT,
JOKa3BIBAIOMMX ydacthe »dtoro Oemka ¢ NO-
CHHTAa3HOM aKTUBHOCTBIO B Pa3THYHBIX
(uznomormueckux mporeccax: B uerennu (He et al.,
2004), B ABK-curnansHoit Tpancayknuu (Guo et al.,
2003), B smmnocaxapugHoM Bo3neicTeun (Zeidler et
al., 2004). ITocneauue padotsl (Shi, Li, 2008; Tun et
al.,2008)  TakxKe  3a0CTpSIOT  BHHMaHWUE  Ha
AtNOSI1/AtNOAI xak teneparope NO. Opnako
CIOCOOHOCTH 3TOrO OeJika KaTaJHM3UpOBaTh PEAKLIUI0
obpazoBanust NO u3 apruHuHa ObLIa MOJBEprHyTa
comuenuio (Zemojtel et al., 2006; Crawford et al.,
2006). ITo muennto Zemoijtel et al. (2006) stot 6em0K
MoxkeT ObITh ['Td-azoii (GTPase), BoBieUeHHOH B
puOOCOMHBIIT  OWOTEHE3 B MHTOXOHIPUSIX W B
MPOIECCHl  TPAHCISAIWH. OJTO  MPEIIOI0KECHUE
moaTBepxkaeHo B pabore Moreau et al. (2008),
KOTOpBIe mokazamu, uto AtINOAI w3 apabumoricuca
He sBisiercss NO-TpoaynupyromuM (QepMeHTOM, a
oTHocHTCs K cemelcTBy Mmanbix ['Td-a3. [TogoOHas
Touka 3peHus Ha AtNOAI xax ['Td-azy moapoOGHO
pasbupaercs B 0030pe Besson-Bard et al. (2008), rae
YKa3bIBAIOTCS BO3MOJKHBIC MPOCYETHI

uccnenoBarened npu uzyueHnn AtNOAI xak NO-

MPOAYIHPYIOLIETO (hepMEHTa.

B mnocrnennee Bpemsi BHMMaHue HcCCieaoBareneit
npuBJeKaeT MOyTh OwmocuHTe3a NO ¢ ydacTHeM
noiauaMMHOB. Tak, IIOKa3aHO, YTO CIEPMUH U
CHepMHUINH HWHAYIHUPYIOT OBICTpBI cuHTE3 NO B
pa3nuyHBIX TKaHsax apabunoncuca (Tun et al., 2006;
Yamasaki, Cohen, 2006; Flores et al., 2008). B atoii
CBSI3W NpeArojaraercs NPUCYTCTBHE B TKAHAX
apabupmornicuca  Heu3BecTHOro  (epmeHTa  (OB),
KOTOpBIi  (€)  KaTauu3upyloT  HpeBpalleHue
MOJMAaMHUHOB ¢ 00pa3oBaHUEM OKCHZA a30Ta. DTHMHU
¢epmeHTaMn  MoOryrT  OBITH ~ apruHaza  WIU
apruHUHJEeKapOOKCcuia3a, KOTOpbIE TEPSIOT CBOIO
AKTUBHOCTH NpHU JEHCTBUM MHTMOMTOPOB XUBOTHOI

NOS u B OTHX YCIOBHAX MOTYT KOCBEHHO

CYIIPECCHPOBATH cuate3 NO ¢ yuactuem

nosmamuHOB (Besson-Bard et al.,2008).

Ects mannsle, uro NOS-aKTHBHOCTBIO 00aZaeT
P-Genok u3 raumnuH- 1eKapOOKCHIA3HOTO KOMITIEKCa
pactermii  (Chandok et al., 2003), a Takxe
MEepOKCHAa3a W3 XpeHa, KOTopas KaTaJu3upyeT
obpazoBanme NO u3 ruapokcumoueBuHbl (Huang J.

et al., 2002).

CymecTByer emie oIuH yTh oOpasoBanus NO B
pacTeHusIX: 3TO HEIH3UMATHYECKOE BOCCTAHOBJICHHUE
HUTPUTOB B KUCIIOW cpele B IPUCYTCTBUH
BOocCTaHOBUTENs. Tak, TI0OKa3aHO, 4TO KJIETKH
JICHPOHOBOTO CJIOS STYMEHSI B JOCTATOYHO KHCJIOM
arorIacTHOM KOMITapTMEHTE MOTYT
BOCCTAaHABIMBATh HHUTPUTBI 10 OKCHIA a3oTa B
MIPUCYTCTBUN aCKOPOMHOBOW KHCIOTHI W (HEHOJIOB
(Beligni, Lamattina, 2000; Bethke et al., 2004).
Hesn3zumarnueckoe BOCCTaHOBICHHWE HUTPUTOB B
aroIyIacTHOM ~ IIPOCTPAaHCTBE  KIIETOK  PacTeHUH
CUMTAIOT OJHMM u3 IyTed oOpazoBanuss NO B

pacteHusix, ocobeHHo B kopHsx (Stohr, Ullrich,

2002; Bethke et al., 2004).

OtMmeuaercsi Takol NapaloKCcIbHBIN (akT, Koraa
neumurasie mo HP  u  HuTpataM MyTaHTBHI
apabunoricuca coaepxkanmu B 10 pa3 MeHbIIe o-
apruHMHA, sBIsomEerocs cyoctpatom mis NOS-
nozo0HbIX GepmentoB (Modolo et al., 2006). Oto
CBHJIETENBCTBYET O TOM, 4To cuHTe3 NO uepe3
HUTPAT - W HUTPUTBOCCTAHABIMBAOLIMNA MYTh
KaKUM-TO 00pa3oM CBs3aH C MeETaboJIM3MOM  O-
apruauHa. Ilo JApyruM  JaHHBIM  AKTHBHOCTb
apryuHasbl ¥ ITyJ1 aprUHAHA BEChMa 3HAYUTENBHBI TIPH
MpOpacTaHWM  CeMssH M POCTe  IMPOPOCTKOB
apabumoricuca (Zonia et al., 1995). B pabote
Oununmosuy ¢ coaBT. (2007) y myraHTOB rpmba
Neurospora  crassa, JNUIIEHHBIX  HUTpaT- |
HUTPUTPETYKTa3HOW aKTUBHOCTH, M BBIPAILIEHHBIX Ha
cpezie He coJiep)Kalleil a30THBIE COJIM, HaOIIONAICT

BBIOPOC ~ HUTPAaTOB M  HUTPUTOB B  Cpeay
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BbIpalliluBaHUA. ABTOpH CUHUTAIOT, qTO
CHUHTE3HUpyeMbIii B KieTkax rpudba NO (6e3 ygacTus
HP u HUP) mpeBpamaercs B HATPAThl U HATPHUTHL,
KOTOpBIE BBIACHAIOTCS B CPEAy BBIPAIIMBAHUS

MUICIINA.

Tlo mamum manueiM cuaTe3 NO, OIleHMBAaEMBIA C
nmomomsio  NO-crieruduueckor  GIoopeceHTHOH
mpoOsl (¢ 4,5-TMaMHHOQIIOOPECIICHH THAIETAaTOM,
DAF-2 DA) wu mnpuMmeHeHHEM KOH(pOKAITBHON
MHUKPOCKOIIMH, HaOMIOAACeTCS B  AIHICPMAITBHBIX
KJIETKaX KOPHEW JTHOIUPOBAHHBIX IPOPOCTKOB
ropoxa, 3KCIIOHHPOBAaHHBIX Ha Boje. [loOaBieHue B
cpeay ¢  mpopocTkamMu  o-apruHuHa  (1MM)
CYIIIECTBEHHO YBEJIMYUBAIO (IIIOOPECIICHIIUIO B
MMOBEPXHOCTHBIX KJIETKAX KOpPHEH. DTH pe3yJbTaThl
MOTYT CBHETCIICTBOBATh O HAMH4YHK cuHTe3a NO
B KJIETKaX KOPHS B HOPMAaJbHBIX (PH3HOIOTHIECKUX
YCJIOBHSIX C MOMOIIBIO MEXaHU3Ma, HCIOJIB3YIOIIEro

O-apTHHUH.

Takum obpazom, Bompoc o myTsx cuHTe3a NO B
pacTeHHsIX OCTaeTcs [0 KOHI[A HESACHBIM U
OTKPBITBIM JUIsl JaldbHEWImMx ucciepoBanuil. Ilo
muenuto Flores et al. (2008) B pacreHmsix Moryr
OBITh HECKOJBKO HCTOYHUKOB oOpazoBanus NO u
HEKOTOpBIE M3 HHUX MOTYT PETyIHpOBATHCA Uepes3

curHanbHbIe myTH (downstream).

Mexanusmbi, npedomepawaioujue mMoKCULECKUL
ogppexm NO. Kak yxe 0TMEYaIOCh, BHICOKHE
koHIeHTparun  NO  0Ka3pIBalOT  TOKCHYECKOE
JlelicTBMe Ha opraHu3Mmbl. HuTposzaTuBHBIN cTpecc,
IEUCTBUEM

BBI3BIBACMBII He6HaFOHpI/IHTHbIX

9K30T€HHBIX (axTopoB, COIIPOBOXKIAETCS
HakoruleHneM cBoboxHoii NO u ee nepuBaToB —
MEPOKCUHUTPUTA U JPYIUX HU3KOMOJEKYJISPHBIX N-

coenmHeHU. OCOOEHHO TOKCHUCH NMPOAYKT PEakunuu

NO ¢ Oy - nepokcunautpur (ONOO), KxoTOpBIi

MOXCT OKUCIATHL THOJOBBIC OCTATKHM, HUTPOBATH
TUPO3HUH 66J'IKOB, 4qTo MpeHsATCTBYET ux

dbochopunuposanuro (Reiter et al,, 2000). Ha

JKUBOTHBIX TKaHAX JOKa3aHO HUTPOBAHUE OKCHUIOM
azoTa BTOPHYHBIX AaMHHOB €  0Opa3oBaHHEM
KaHLIEPOTE€HHBIX N-HUTpO30COEINHEHUI
(MenpmmkoBa u np., 2000). VY  KHBOTHBIX
OpPTraHM3MOB TpefnoyaraerTcsi (yHKIMOHUPOBaHNE
UKJIa OKCHIAa a30Ta, B KOTOpOM Omaronmaps
HUKIAYecKuM npespameHusM NO U IpoIyKToOB €ro
B3aUMO/ICHCTBUS C Ap. BENIECTBAMU 00ECIICUNBACTCS

a¢dextuBHas perymsanus meradbonusma NO (Peyros,

1995; PeytoB u ap., 2005).

AHAJIOTHYHO OKHCIIUTEIBHOMY cTpeccy
OpraHu3Mbl, OYEBUIHO, JOJKHBI 00/1aaTh CUCTEMOM
3alIUTHl OT TOKCHYECKOTO JIEHCTBHSI aKTUBHBIX (OpPM
azota (ADA). OpHako BOMPOC O 3AIMMUTHBIX
MeXaHHW3MaX MPOTHB HUTPO3ATHBHOTO CTpecca y
pacTUTENbHBIX ~ OPraHU3MOB  MPAKTHYECKH  HE

HUCCICOOBAJICA U HCT YETKHUX Hpel[CTaBJIeHI/Iﬁ B 3TOM

BOIIpoOCE.

OmHUM W3 MEXaHW3MOB, 3aIUTHl PACTHUTEIHHBIX
KJIETOK OT TOKCHYecKoro aectBust NO, MOKET ObITh
SMHUCCHUSl 3TOr0 Ta3a U3 KIETOK B OKPYKAIOIIYIO
cpelly, 4yTO BeJeT K YMEHBIICHHIO YPOBHSI OKCHJA
azoTa B KJEeTKax. DTOT MPOILecC JO0Ka3aH Kak s
mouB, Tak u pacrenuit (Klepper,1979, 1991; Scibe et
al., 1993; Wildt et al., 1997).

Hpyrum mexannzmoM obe3BpexxuBanusi NO u ero
JepuBata —  IEPOKCHHUTPHUTA, SIBISIETCS  UX
B3aUMoOJIeficTBHE C OENKOBBIMH MOJEKYIaMH IyTeM
HUTPU3WIMPOBAHUS W HHUTPOBAHUS  OCTaTKOB
IIICTEHHA ¥ TUPO3HWHA WM CBSA3BIBAHUS C METAIIaMHU
B TE€MHBIX OEIKOBBIX KOMIUTeKcax. OnHAaKo Bce 3TH
MIPOLIECCHI SIBIISIFOTCS MOCTTPAHCISIIMOHHBIMU
MoauduKanuIMi O€JIKOB M MOTYT MOJIYJIHPOBATh
npolecchl 00MEHa, OKasbIBasl ITOJIOKHUTEIBHOE WIN
oTpuLaresNpHoe AeicTBHEe Ha opraHu3mbl. O 1moib3e

U BpEAC TaKUX MO)II/I(i)I/IKaIII/Iﬁ OeNKoB TOBOPHJIIOCH

BBIIIC.

B mocnegnne roasl BHMMaHHE HCCIIEIOBaTenci

YACHACTCA TaK Ha3bIBA€MbIM HECUMOMOTHYCCKHM
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¢dbopmam remoryioOMHa y pacTeHHid. DT (HOpMBI
reMOrNIOOMHA CHHTE3MPYIOTCS B PACTEHHAX B OTBET
Ha pa3In4HbBIe cTpeccoBble Bo3aeicTBus (Dordas et
al., 2003; Perazzolli et al, 2004). Xors
¢usnonornueckoe 3HaUCHHE 3THX ¢bopm
reMorJIoOMHa [0 KOHIIA HESCHO, pOJb HMX Kak
“rymmreneii” NO — oueBumna (Dordas et al., 2003).
HecumOunornueckuii TeMOrsioOMH U JIETTeMOTTIO0NH
MOTYT BbICTYHaTb Kkak “‘rymmutenu” NO B
(YHKIIMOHUPYIOIIMX KIIyOeHbKax 6000BBIX
(Shimoda et al., 2005; Vieweg et al., 2005). Ilo
maHHbIM - Schimoda et al. (2005) conep:xanue
HECUMOMOTHYECKOTO reMOTI00HHA (LbHgl1)
yBEIM4YMBaETCS B (DyHKIIMOHUPYIOIINX KIIyOEHbKaxX B
OTBET Ha PH300HANBHYI0 WHQEKIHIO, CONPSIKEHHYIO

¢ mpexonsamuM yBenudaeHneM NO B kopHSX Lotus

Jjaponicus.

V3BecTHO,  4TO  CHJIBHBIM  HHIHOUTOPOM
TOKCHYECKOTO  3(deKTa  MEepOKCHHUTPHTA B
JKHBOTHBIX TKaHSX SBIAIOTCA ypaTbl — HPOILYKTHI
pacriana nypuHoB (Balavoine, Geletii, 1999). B
pacTeHHMsAX ~ ypaTbl ~ coaep)Karcsi B OYCHb
HE3HAYNUTENbHBIX KOJIMYECTBaX, 3a HCKIIOUYCHHEM

HEKOTOPBIX 000OBBIX PACTEHHUH C YPEHJHBIM THUIIOM

ycsoenuss NHj3. Ilo mammeiM Alamillo n Garcia-

Olmedo (2001) 3K30reHHBIC YpaThl MPEIOTBPAIIAIOT
TOKCUYECKHUI ekt MIEPOKCHHUTPHUTA y
apabumoricuca. MeXaHH3M CHSATHS TOKCHYECKOTrO
3¢ dexTa MepOKCUHUTPHUTA, MO-BUAUMOMY, CBS3aH C
HUTpO3WINpoBaHueM ypatos (Vasquez-Vivar et al.,

1998).

Tokcuunocte NO B CyIIECTBEHHOM CTENEHH
3aBUCUT OT €€ KOHIEHTPAlUd B PACTUTEIBHBIX
Kjaetkax. M 310 00CTOATENBCTBO ~ MOXKET
o0ycllOBNIMBaTh  JBOWCTBEHHyl0 poms NO B
JKUBOTHOM  WJIM  PAacCTUTENBbHOM  KJIETKe:  Kak
AQHTHOKCHUIaHTa, MPEOTBPALIAIONIETO
pazpymmmtensHoe  nedicteBue @ ADK, w  kak

MPOOKCUIAHTA, CIIOCOOHOTO, coBMecTHO C¢ ADK,

BbI3bIBaTh CBY M mporpaMMHpOBaHHYIO KIETOYHYIO

cMepTh. ToxcnaaocTh NO HE00X0UMO OIIEHUBAThH U
C TOYKH 3pPCHHS THIIA CTpPEcca, BO3HUKAIOIIETO B
PACTUTENBHBIX TKAHAX MPHU ACUCTBUH aOMOTHYECKHIX
i Omotmueckux QakTopoB. Tak, B cucremax, B
KOTOPBIX ~ TOKCHYHOCTH  OOYyCJIOBIHBaeTCS B
ocHOBHOM A®K, NO wmoxker AeHCTBOBaThL Kak

COCANHCHHUC, CBA3BIBAIOIICC KUCIOPOAHBIC paJUKaIbI

(O077), H  TeM CaMbBIM OTpaHUYHBAIOIICE

moBpexnenne (Wink et al, 1993). Coenunenwus,
cesspiBatoie NO, MOTyT, BEpOSITHO, CIYXXHUTh
CBOEOOpa3HbIMU “IeT0” JUIsl OKCHJA a30Ta, KOTOPBI
MOXKET npu

OIPCACIICHHBIX YCJIOBUSAX

BBICBOOOXKIAaThCI B CBOOOHOE COCTOSHHUE.
3akJoueHue.

To, uro NO HOpPManbHBIA TPOAYKT OOMEHA
BELIECTB y PACTEHUH, HE BbI3bIBAET COMHEHUH, KaK U
TOT (paKkT, YTO KOHLEHTpAIHS 3TOTO COCTMHEHUS
MOJKET yBEIMYMBATHCSI MHOTOKPATHO TP JIEHCTBUN
Ha OKUBOTHBIE W  PACTUTCIBHBIC  OPTraHU3MBI
HeOnmaronpusTHeIX  (akTopoB. “NO-B3phIB”- ele
OMVH TEpMHUH (110 AHAIOTHH C “‘OKHUCIHUTEIBEHBIM
B3PHIBOM”), CBUICTCIBCTBYIONIUA O  BaXXHOCTH
U3y4eHMsI POJIM OKCUJAA a30Ta U €ro JepuBaToOB B
YCTOWYMBOCTH  pacTeHWil K  OHOTHYECKUM W
abuornueckuMm akropam (Foissner et al., 2000). B
TO e Bpems crnocodHocth NO oka3blBaTh Ha
pa3nu4HbIe OOMEHHBIE IIPOLIECCHI

pa3sHOHANpaBIEHHOE JCWCTBHE  O00YyCIOBIMBAETCS

€ro BBICOKOIl CIIOCOOHOCTBIO IIPEBpAIaThCI B

apyrue muTpocoeaunenus (NO3™, NOy™, NO7, NO+,

NOjy'-pamukan ¥ Op.) U pearuposarb ¢ JAPYIrHMH

9H/IOTEHHBIMH BeIleCTBaMH. BO3MOXHO, 4TO 3TO ere
OOMH W3  MCXaHW3MOB,  YyYacTBYIOIIMH B
obe3BpexkuBannu NO. [To MHeHHO MEHBITMKOBOM €
coaBT. (2000) yHuKanbHBIE (QUINKO-XUMHUYECKHE
cBoiictBa NO HCIONB3YIOTCA OpraHU3MaMy JUIs
3¢ PEKTUBHOI PEryNsLUN €ro COIEpKaHUs B TKaHIX

" y4aCTHs B CUTHAJIbHBIX MCXaHU3MaXx.

JOURNAL OF STRESS PHYSIOLOGY & BIOCHEMISTRY Vol. 5 No. 3 2009



Glyan’ko et al 45

[ImomoTBOopHON mns wm3yueHuss pomu NO B
PacTUTENBHBIX OPraHU3Max MOJKET ObITh KOHIIEMIHS
muksmaHocT NO  ® ero AepuBaToB B KIETKaX MU
TKaHsAX miekornmTaromux (Peyros, 1995; PeyroB u
Ip., 2005). I pacTUTENBHBIX OPTraHU3MOB Ba)KHO
YCTaHOBIICHHE MeXaHMW3Ma akTuBanmu cuare3a NO n
€ro JepHBaTOB NPH Pa3IHYHBIX HEOJIAroNmpHUATHBIX
Bo3gelcTBUsAX. Kakue pacTuTenpHble peLENTOPHI
CBSI3aHBl C aKTUBAIMEeH MPOAYKLIMU OKCUAa a3ora?
OnHako OTBET Ha JTOT BOIPOC OCIIOKHSIETCS TEM,
9TO0 B pacTeHHsIX (B OTJIMYHE OT JKUBOTHBIX)
CYIIECTBYET, MO-BUIUMOMY, HECKOJIBKO MEXaHHU3MOB
cuareza NO U moka HET OTBeTa - KakOW W3 HHX

TJIaBHBIH.

MOXXHO 1M OXHJAaTh OT U3YUYEHHUs POJU OKCHIA
a3ora B PAacTUTENbHBIX oOpraHu3Max dddekra
aHaJIOTHYHOTO ero ponu B KJIETKaxX
MIIGKONUTAIONINX, B TOM 4mcie dermoBeka? Ilpm
OTBETE Ha STOT BOMPOC MPEXKIE BCErO HEOOXOAMMO
OTMETHTH POJNb OKCHIAa a30Ta Ul PacTeHHH Kak
CUTHAIBHOW MOJICKYJIBI, 3aITyCKArOIIeH 3aIluTHBIC
MEXaHU3MBl ~PAaCTCHHS TPH  HEOIArOMPHATHBIX
BozneiictBusix (Tapuesckmii, 2000). Bo-BTOpHIX,
HEKOTOpbIE HUTPOCOEIUHEHUS, K KOTOPBIM
OTHOCSITCS M1 HUTPATHI, 3TO DJIEMEHTHI MUTAHUS IS
pacrenuit. [lpu U3OBITOYHBIX JI03aX PACTCHUS
“cOpachIBalOT” HUTpPAThl B BaKyoJb U TEM CaMbIM
MPEeIOTBPAIIAIOT UX BOCCTAHOBJIEHHE J0 aMMHaKa C
obpazoBaHueM MIPOMEKYTOTIHBIX COCAMHCHUI.
T'opa3mo BakHee M3OBITOK HHUTPATOB ISl YEIOBEKa
NP OUTAHUM PACTUTENLHOM NUILEH, conaeprkaieit
Oonpmioe Kodm4YecTBO HUTpaToB.  OOpa3oBaHue
KaHI[EPOTECHHBIX HUTPO30COCTUHECHUH pu
B3aumojeiictBun NO-gepuBaToB ¢ aMHHAMH —
rJ1aBHasi ONACHOCTh JJIs 3/10pOBbs 4elloBeKa. “SHyc-
nukocth” NO, ycTaHOBIEHHas M KUBOTHBIX
KJIETOK, TMO-BUJIMMOMY, CBOWHCTBEHHAa W  JJs
pacTUTENbHBIX KJIETOK. JlalbHelIne ucciie0BaHus
curHapHOM ponmr  NO ©W  MPOIYKTOB  €ro
B3aUMOJICHCTBUS c Ip.

MOJICKYJTaMH,

AHTArOHUCTUYCCKOC U CHHCPIr€TUYCCKOC BIIMAHUC Ha

0OMECHHBIC TIPOIIECCHI, MIPOOKCUIAAHTHOE u
AHTHOKCHJIAHTHOE NEUCTBHUE — OTO JAJIEKO HEIOJIHBIN
MepevYeHb BOIMPOCOB, PEIIEHHE KOTOPBIX BAXKHO IS
TIOHUMAaHHS PO OKCHJa a30Ta B PACTHTEIBHBIX

OpraHmnismax.
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