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B 0630pe cymMmMupoBaHbI ITocaeAHe JaHHbIe 00 MIeHTU(UKALIMY U CUHTe3€ OKCHIa a30Ta y IpuboB, a TakK-
xe MexaHu3Max aectBus NO y 3TUX OpraHu3MoOB, KOTOPbIE BKJIFOYAIOT S-HUTPO3UIUPOBAHNE U HUTPOBa-
HUE OCTAaTKOB aMUHOKUCIIOT, MTHULIMMpPOBaHue pa3pbiBoB [JJHK, TpaHCKpUIIIMOHHYIO aKTUBALIMIO TEHOB U
ul'M®-3aBUCUMBIIf CUTHAJIBHBIN TyTh. Oco60e BHUMaHMe ynenaeHo NO-3aBUCUMOI Peryysiiiui TaKUX
MPOLIECCOB KaK aloITo3 U pa3IudHbIe CTPECCOBBIE OTBETHI, TPOPACTAHKUE CIIOP, POCT MULIETUS U nudde-

pPEHIIMPOBKA TPUGOB.
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OKcup a30Ta — CoeIUHEHME, KOTOPOE JIETKO Tud-
dyHIMpyeT Yyepe3 KIIETOUHbIe MeMOpaHBI M 00JIagaeT
BBICOKOI peakKIIMOHHON CITOCOOHOCThIO. Bpems mo-
JIY>XU3HU MOJIEKYJIbI BHYTPU KJIETOK COCTABJISIET OT 3
1o 30 ¢ B 3aBUCMMOCTH OT HadYaJIbHOM KOHIICHTpA-
LM, a 3aTeM B IIPUCYTCTBUU BOIBI ¥ KMCJIOPOAA OHA
MpeBpallaeTcss B HUTpaT U HUTPUT. Peryaupyromimii
adppekr NO peanmsyercs, Tpekae BCEro, B HEIIO-
CPeICTBEHHOIT OJIM30CTH OT MECTa €ro MPOUCXOXKIe-
Hus. JleiictBue NO MOXeT U3BMEHSIThCS B 3aBUCUMO-
CTHU OT KOHLIEHTpaluu — IIPU HU3KMX KOHIIEHTPaLI1-
X (HECKOJILKO MUKPOMOJICHi/KI TKaHN) COeAUHEHNE
GYHKIIMOHUPYET KaK CUTHAJIbHAs MOJIEKYJIa, B Gonee
BBICOKMX KOHLIEHTpALMSIX IeHCTBYeT KaK 3alllMTHBIA
areHT WIA TOKCUYECKUI MPOAYKT OKUCIUTEIHHOTO
MeTabonm3ma.

NO gBisieTcss MEIMATOPOM, PETYIUPYIONINM Iie-
JIBIA psin PU3MOJIOTMYECKUX IIPOLIECCOB Y OpraHu3-
MOB, IIPUHAIJIEXKAIINX K Pa3HbBIM TAKCOHOMHYECKUM
rpynmnam. Y denoBeka M XMWBOTHBIX NO yJacTByeT B
GYHKIMOHMPOBAaHUM M O0pa30BaHMM KPOBECHOCHBIX
COCYIOB, TOPMOHAJIBHOM PEryysinu, padoTe UMMYH-
HOM cCTeMBI M HepoTpaHcMmuccuu [1, 2]. Y BricImix
pacteHuit NO BiusieT Ha mpopacTaHue CEMSTH, CO3pe-
BaHUE IUIONOB, pabOTy YCTHMII, pa3BUTHE KOPHEBOI
CHUCTEMBI, IIBETEHUE, 3aIIUTY OT ITAaTOT€HOB U aIllONTO3
[3]. ¥V Gaktepuii NO yyacTByeT B peryjsiiuu JEHUT-
puduKalny, BUPYJIEHTHOCTH, ITIOABUXXHOCTH, a TaK-
Xe B 00pasoBaHMU OHOIUIEHOK, BOCCTAaHOBJICHUU
MOBPEKACHMI, BhI3BAHHBIX Y D-pamuanueii, Iorio-
IIEHUM Kejie3a M amalTallii K OKMCIMTEILHOMY
crpeccy [4, 5]. 'opasmo menbie nsydeHa poib NO B
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MeTaboMM3Me TpUOOB, HO B IIOC/IEAHEE BPEeMsI YHMCIIO
nyoMKaInii, MOCBSIIIEHHBIX 3TOM TeMe, BO3POCIIO

[6—8].

UAEHTUDPUKALIUA NO Y TPUBOB

O6pazoBanre NO B MUTOXOHIPUSX [9] nam Kiet-
Kax [10] mpoxKeil MOXHO HCCIedOoBaTh METOAAMU
aMIiepoMeTpuu, ¢ ucroib3oBaHueM NO-YyBCTBH-
TeJIbHOTO 3JieKTpoaa Kiapka, omHaKo 3TOT MeTOA He
MOJIyYUJT IIUPOKOTO PACHPOCTPAHEHUS IJII IPYTHUX
rpuoOB.

Mt unpeHTHhMKAIMN ¥ PYHKIIMOHAIBHOM OLIEHKU
SHIOTEHHOTO OKCUJIA a30Ta B KJIETKaxX rpUOOB MpUMe-
HSIIOT METOIBI C WCITOIb30BAHUEM Pa3IMYHBIX (IIyo-
PECILIEHTHBIX MHIWKATOPOB — 4-aMHWHO-5-METWII-
amMuHo-2',7'-nudpnyopecuenH nuanerara (DAF-FM
DA) [11-16] u guamuHopomamuHa (DAR-4M) [17].
®dnyopecuenTHbliil Kpacutesb DAF-FM o4yeHb 4yB-
ctButesieH K NO (mpenen oOHapyxeHust — 3 HM), a
DAF-FM DA crniocobeH maccuBHO mud@yHIMpO-
BaTh yepe3 KJIETOYHbIe MeMOpaHBI U, IPOHUKHYB B
KJIeTKY, TipeBpalaercs acrepazamu B DAF-FM [18].

DddexT, HabIIOgaeMBblii ITocae 100aBIEeHUS JOHO-
POB OKCHIa a30Ta, a TakKe MHrnonTopoB NO-cuHTa-
3B MJIEKOITUTAIOIINX U cKaBeHIKepoB NO, sBisgercs
rokasarejieM CUHTe3a OKCU/Ia a30Ta B KJIeTKaX rpuooB
[11—13, 19—22]. B kauecTBe coenuMHeHUi1, TeHepUpy-
IOIIMX OKCH a30Ta B pacTtBopax (moHopoB NO), uc-
MOJIB3YIOT MOJICUAOMUH [23], HUTpONpYyCCUl HATPUS
(SNP) [12, 20, 21, 24—26], S-aHuTpo30-N-aLieTUIINE-
HunmiaamMuH  (SNAP) [25], S-HuTpo3oumcrenH
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(SNC) [27], S-auTtpozo-N-anerunnuctensH (SNAC)
[27], S-ruTpo3orayratuoH (GSNO) [27—29], aiusTU-
nentpuamuH (DETA) [30], 2,2-(TMApOKCUHUTPO30-
TUapa3nuHo)-0ucataHamMuH [31] W muUITWICHTpHA-
MuH-NO-at [32]. [1pu Hu3KMx 3HaueHus1X pH moHo-
poM NO MOXET CIIyXXUTb HUTPUT HATPUSI, IIPU STOM
HUTPO3UPYIOIINM areHTOM SIBIISIETCSI TTPOTOHUPO-
BaHHas azotuctas kuciora (pK, 3.4) [27]:

3HNO, — HNO, + 2NO + H,0.

NO noHOpBI — TeTeporeHHasI TpyIlia MOJIEKYI,
cnocoOHas BeiaesiTh NO 1iv ero mpou3BOIHbIC, Ta-
KM€ KaK HUTPOKCUJIbHBINA aHUOH WJIM KATUOH HUTPO-
30HMS. YYUTHIBasI TOT pakT, 4To MHOTHE NO TOHOPHI
B OINpeleeHHBIX KOHLIEHTPALWSIX HETOKCUYHBI IS
KJIETOK MJIEKOMNUTAIOIIUX, B TIOC/eIHee BpeMs s
OOPBOBI C MUKOTOKCMHAMM Y TOKCUKOTEHHBIMM IPrOa-
MU BHUMaHUe uccienoBartesieii IpyBIeKIn HaHOMaTe-
puabl, BelIesTIoNme 3To coeauHenue [33]. [Ipumene-
HYE OKCHIA a30Ta B KOMOMHAIIMM C HAHOYACTULIAMU
MOBBIIIAET CTAOWJIBHOCTD, YJIYYIAeT aapecHylo I0-
CTaBKy M KOHTPOJIMPYEMOE 1 IOJTOCPOYHOE BBICBO-
ooxnenne NO [34].

st marnoupoBannst NO-CUHTa3HOM aKTUBHO-
CTU, OTBETCTBEHHOM 3a peaklUl0 B3auMOAEHCTBUS
Kucjgopona u L-apruHuHa ¢ o0pa3oBaHMEM OKcHAa
azora u L-nutpyuinHa, y rpub0OB MPUMEHSIIOT HUT-
po-L-aprunuH [11, 21, 29], metuis-L-apruHuH aie-
tat (L-NMMA) [11], amuHoryanunus [20, 36], Me-
TWiIoBbIK 3¢dup N-Hutpo-L-apruanuHa (L-NAME)
[10, 12, 20, 35], L-N6-(1-umunoatin)-m3nH (L-NIL)
[35], 1-[2-(TpudbTop-MeTrn)permn | umuaazost (TRIM)
[13]. CkaBenmkepamu NO MOTYT CIyXUTh OKCUTE-
mornmooun Fe(Il) [27] m 2-(4-xapOokcmbeHu)-
4.,4,5,5-TeTpaMeTHIIMMUIA30JIUH- | -OKCUI-3-0KCU I
(cPTIO) [16, 36, 37].

YYACTUE NO B ®U3NOJTOI'MYECKUX
N BUOXNMHNYECKHUX IMTPOLECCAX
Y I'PUBOB

AmnonTo3 u crpecc. M30bITOUHOE KOJIUYECTBO OK-
CHIa a30Ta MOXKET IIPUBECTH K MOBPEXKIEHUIO KJIIETOK
U BbI3BaTh anonto3. IlomydyeHbl cBUaeTeabcTBa 00
yuactur NO B alloInrose, MHIYLMPOBAHHOM II€POK-
CUIOM BOIOpOa, Yy IPOXKKeil Saccharomyces cerevisi-
ae [10, 38]. dus aToro ke rpuda rmokaszaHo, yto NO B
HU3KUX KOHILIEHTpAIUsIX OKa3bIBaeT IUTOIIPOTEK-
TOPHBII 3(DEKT IIpuU cTpecce, BEI3BAHHBIM OBBIIIIE -
HUEM TeMIepaTypbl WX T'MAPOCTaTUYECKOTrO aaBjie-
Hust [39]. B ycinoBUsIX TUIIOKCUMU MUTOXOHAPUU
S. cerevisiae cnocoOHbl K NO,-3aBUCUMOMY CUHTE3Y
NO npu ygactnu dpaaBoreMoriioonaa YHb u mmuro-
XpOM-C-OKcuaa3bl [9], mpuyeM nzodopmbl mocaen-
Hero (pepMeHTa II0-pa3HOMY BIIMSIOT Ha IIPOIYKIIAIO
NO B 3aBUCHMMOCTH OT KOHIIEHTpAllMM KHMCJIOpOIa
[40]. IMonyyeHbl Takke JaHHBIE, CBUIACTEJIHCTBYIO-
mue o cuHTe3e NO 13 Arg B KJIETKaX 3TUX APOXKEM
B OTBET Ha TEIJIOBOI cTpecc [41].
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NO crnocob6eH 3alIUTUTh KIIETKW HIaMIWHbOHA
JIIBYCTIOPOBOTO Agaricus bisporus oT OKUCIUTEIBHOTO
crtpecca [31]. O6paborka noHopom NO, 2,2-(run-
POKCHUHUTPO30TUAPA3UHO)-0UCITAHAMUHOM, YMEHb-
IIajia OKUCJIUTEIbHOE ITOBpPEXIEeHUE B COOpaHHBIX
ioaoBeIxX Teaax. Ilpu atom NO cHMXaeT comepka-
HUE cyliepokcua-panvkana u H,O,, nHrubupyer 1mo-
JMMEHOIOKCHIA3y U aKTUBUPYET TaKhe aHTUOKHUC-
JIMTEeNbHBIe (DEpPMEHTHI KaK Karajas3a, CyIIepOKCHUI-
JUCMYTa3a U acKopbaTIepoKCcuaasa.

ITpu TeruioBoM cTpecce okcua azoTa 3PHEeKTUBHO
YMEHbIIIAeT OKUCIUTEIbHOE TTOBPEXAEHNE B MULIE-
JINU BellleHKU cTenHoit Pleurotus eryngii var. tuoliensis
[14] u Trichoderma harzianum L'TR-2 [37]. O6Hapy-
JKEHO Tak>Ke MpU JAaHHOM BUJIE CTpecca yBeJIMYeHue
BKCIIPECCUU T€HOB, KOAUPYIOIINX OEIKU TETIJIOBOTO
moxa, y Ganoderma oregonense [42].

NO MOXeT CIy>XUTb PEeryjsiTopoM MeTaboan3Ma
METaJ/UIOB y TPUOOB, TIPUYEM €T0 AEKCTBUE 3aBUCUT
OT KOHIeHTpaluu coenuHeHrs. NO B HUBKUX KOH-
LIEHTpaLUsX 3allMIaeT KJIeTKU S. cerevisiae OT TOK-
cuuHocTy noHoB Cu?*, omHaKo mpu 06pabOTKE BbI-
cokuMM KoHueHTpanussMu NO HaOJogaim mpoTu-
BOTIOJIOXKHBIN 3¢hdekT [43]. ITpu 3TOM IIPOUCXOANTO
u3MeHeHue akTuBHocTU Cu-3aBUCHMMOTO akTopa
TpaHcKpunouu Acel, 9To0 MOKET CBUIETEIbCTBOBATH
00 yyacTuu oKcuaa azota B MetaboauzmMe Cu y aToro
rpuba. I[Ipu no6asiennu NO K muuenuto P. eryngii,
06paboTaHHOMY BHICOKMMU KOHUeHTpauusamu Cd>",
OTMeYeHO yBelmdeHne omomacchl [44]. Ha ocHoBa-
HUU aHaim3a cekBeHuposBanust PHK ycranosneno,
YTO yBEJUYEHUE TOJIEPAHTHOCTH K KaIMUIO O0YCJIOB-
JIEHO aKTHUBallMei psila OKCUIOpenyKTas, Ieruapore-
Ha3, TpaHcdepas3 U TPAaHCKPHUITIIMOHHBIX (DAKTOPOB B
MPUCYTCTBUU 3K30oreHHoro NO. 3amuTHbIN 3ddekT
OKCHIa a30Ta OT ToKcYHOro Cd?* BhISIBIIEH TaKXKe Y
TPYTOBHUKA JJAKUPOBaHHOTO Ganoderma lucidum [45].
B munenun storo rpmba mon neiicTBUEM KaaMUS

o6pasyrotcsa H,0, u O,, a Takke 3aIyckaeTcs nepe-
KMCHOE OKuciaeHue aunumoB. OmHako oOpaboTKa
100 MM SNP (monop NO) npenoTBpalliaeT 3T Mpo-
LeCChl 1 aKTUBUPYET MIepOKCUIa3y 1 KaTanasy.

ITokazaHo, 4TO B YCIIOBMSIX HUTPO3aTUBHOTO CTPEC-
ca, BeI3BaHHOTO IpucyTcTBEM NO, BBIIEIISIONIETOCS
pu obpadboTke kieTok DETA mapasura-HekpoTpoda
Botrytis cinerea, 0CHOBHOI CHCTEMOII OE€TOKCHUKALIN
NO cayxur ¢dmaBoremoramoomas BCFHG1 [30].
®dnaBoremorobuHsbl BaAsA0TCI NO-0oKCuaopenyk-
Ta3zaMM, U3BECTHBIMU Takke Kak NO-IuoKCcHUIreHa-
361 (K® 1.14.12.17). DT bepMeHTHI KaTaJIUu3UPYIOT

npespanieHue NO B NO; B npucyrcteun HAJI®OH,
DAOd u O,.

B3aumopeiictBue rpudoB. Okcua azora MOXKET
OBITH BOBJICYEH B MEXaHW3M B3aMMOICUCTBUS pa3-
JIMYHBIX BUAOB rpu6oB. IToka3zaHo, 4TO B OTBET Ha
00pabOTKy 3IIMCUTOPOM, BBIACIIEHHOTO U3 aCKOMU-
nera Alternaria alternate, B KJIeTKax 0a3nanoMuIIeTa
Ne 6
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Ta6auna 1. Yyactue okcuaa a3ota B GU3M0JIOTUUECKUX MTpolieccax y TpuboB

I'pub

IIpouecc, uyBcTBUTEIBHEIN K NO

CcpUika

Saccharomyces cerevisiae
XOHIPUSIX, CTPEcC

H,0,-uHayuupoBaHHblii anonTos, runokcust B muto-| [10], [9], [40],

(391, 28]

Agaricus bisporus

Pleurotus eryngii var. tuoliensis

OKMCITUTENIbHBII, TEIUIOBOM, HUTPO3aTUBHBIM cTpecc | [31]

[14]

Botrytis cinerea [30]
Trichoderma harzianum LTR-2 [37]
Ganoderma oregonense [42]
Pleurotus eryngii TonepaHTHOCTH K KaIMUIO [44]
Ganoderma lucidum [45]
S. cerevisiae TonepaHTHOCTb K MeIu [43]
Candida tropicales OO6pa3oBaHUe TICEBIOMMUIICTUS [23]

B3aumoneiicTBrue MexXay pa3ing-
HBIMU BUIAMU TPUOOB

NO-uHIYyKIMS 6UOCUHTE3a CTUPIITMPOHA

I'eneparus NO kireTkaMy 6a3suaIUOMULIETA B OTBET Ha | [36]
00paboOTKy 3JIMCUTOPOM U3 ACKOMULIETA

[81]

Aspergillus nidulans BerkuMBaHME M TTpopacTaHUe CIIOp, POCT MULIETUS [22]
Candida albicans [25]
Aspergillus fumigates [27]
Colletotrichum coccoides [11]
Aspergillus niger, Monilinia fructicola, [46]
Penicillium italicum

Penicillium expansum [26], [74]
Magnaporthe oryzae [17]
Puccinia striiformis [47]
Westend f. sp. tritici

Phycomyces blakesleanus Huddepenumponka [19]
Flammulina velutipes [20]
Coniothyrium minitans [12], [21]
Botrytis cinerea [30]

Aspergillus nidulans
Blastocladiella emersonii

Neurospora crassa

Schizosaccharomyces pombe

[22], [32], [511, [53]

[13]

[24], [521, [29], [351, [16]
[75]

Inonotus obliquus ipoucxoaut reHepauus NO [36].
OueBUIHO, OKCHUJI a30Ta SBJSETCS MeIUaTOPOM
SJIMCUTOPA, IPUBOIAIIETO K aKTUBALIMU (heHMITaNa-
HUH-aMMMaK-JIMa3bl M YBEIUYEHUIO OMOCHHTE3a
AHTUOKCUJIAHTHBIX MOJU(PEHOJOB ¥ Yaru CKOIIeH-
HoWt 1. obliquus. ABTOpPBI MPEATIOJOXWIN, YTO MpU
B3aMOIENCTBUM 3TUX rpndoB NO yJyacTByeT B CUT-
HaJILHOM MYTH, HE3aBUCHMOM OT IeHCTBUS OKCUJIM -
MUHOB.

IIpopacranue cniop u poct munieaus. NO 1onaBiisi-
eT o6pa3oBaHMe TICEBIOMHUIICTHS Y npoxokeit Candi-
da tropicalis [23].

MMPUKIIAAHAA BUOXUMUA U MUKPOBUOJIOTUA

B murutonmHBIX KJIeTKax acleprujuia THe3I0BOTO
Aspergillus nidulans NO, oOpa3oBaHHBIII JOHOPOM
SNP, criocobeH MHTMOUPOBATh POCT MULIEJIUS MPU
koHueHTpauusix SNP ot 40 no 320 uM. Ipouecc co-
MPOBOXKAAICSI MHIYKLINEH MUTOTUYECKOTO KPOCCHH-
rosepa [22].

ITpu pH 4.5 o6paboTka 2 MM HUTPUTOM B Teue-
HUe 24 4 yMeHbIIIaeT MpopacTaHue CIop MaTOreHHOTO
rpuba Aspergillus fumigatus Ha 23%, a Ipu yBeTMICHUN
KOHILIEHTpaLK 10 5 MM depe3 16 4 Hab0gaeTcsl TH-
6exp 100% criop [27]. Hutpo3o-nipon3BomaHbIE TIyTa-
tnoHa, SNC, SNAP 1 SNAC takke TyOUTETBHBI IS
Ne 6
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STHUX CTIOpP, HO B MEHBIIIel cTertleHn. B mpoTrBomomox-
HocTb 3ToMy GSNO He o6nagan GYHIMIUAHBIM Oeii-
CTBMEM, a HA00OPOT, CTUMYJIMPOBAJ IpopacTaHue
cTIop.

DyHTUIIMIHYI0 aKTUBHOCTH Trazoo6pasHoro NO
CPaBHWJIM B OTBITAX in Vitro ¢ TIAaTOT€HHBIMU I'puba-
MU, pa3BUBAIOLIMMUCS Ha PacTeHUsSIX IMocjie coopa
ypoxasi. O0paboTKe moaBepraju Takue rpubbl Kak
Aspergillus niger, Monilinia fructicola (Bo30yauTeab
Oypoii THUJIU KOCTOYKOBBIX IJIOAOB) U Penicillium
italicum (TmopaxaeT TJIOABI LIUTPYCOBBIX) [46].
KpaTkoBpeMeHHast 00paboTKa oKcuIoM a3zora (50—
500 MKJ1/1) MHrMOUpoBaJia MpopacTaHWe CIIOp U
pPOCT MUIIEIUS, YTO TO3BOJMIIO Tpenaoxutb NO B
KayecTBe NMPUPOAHOro (PyHruiuaa npu XpaHEeHUU
¢pykToB M oBoleil. CXOIHbIE Pe3yIbTaThl MOJTYYESHBI
st Penicillium expansum, Ipyroro mmaToreHHOTO Ipy-
0a, TakxkKe Iopaxaroulero (ppykToBble ILTOABI [26].
Okcup a3ora, BeIASISIONIMICS Tpyu AecTBUU 6 MM
SNP, nHrubupoBaj poct MuLiens. ABTOpbl OOHApY-
XKWan, 970 3K30TreHHBII NO B BRICOKMX KOHIICHTpA-
LIMSIX MHAyUUpyeT oOpa3oBaHUE aKTUBHBIX (OpM
kuciaopona (AMPK), KoTopble CIIOCOOHBI BBI3BATh
OKHCJIIMTEIbHOE TTOBpPEKIeHNE OEJIKOB, HEOOXOIM-
MBIX JJIs1 TIpOpacTaHusl CIop 3Tux rpuboB. Bmecre ¢
TeM, TIpU UHIYKIIMWA BHYTPUKIETOYHOTo cuHTe3a NO
y S. cerevisiae, BBI3BaHHOTO 1OOABJIEHUEM CUHTETHYE-
ckoro (¢yurumuaHoro recanentuna PAF26, akkymy-
maunu ADK He Habmomanock [15]. B mpucyrcrBum
narnonTopa NO-cunaTasel, L-NAME, nponcxommino
YaCTUYHOE BOCCTAHOBJIEHUE POCTa IPOXKeit, 00pado-
TaHHBIX PAF26.

B omnwbitax in vitro NO, oOpa3oBaHHbII TOHOpaMu
SNP 1 SNAP, aktmBHpoBaJl mpopacTaHne, HO YMEHb-
IIaJ1 >KU3HECOCOOHOCTh OylacTokoHuauit y Candida
albicans |25], npuyeMm neiictBue NO Ha copbl ObLIO
OoJiee 3aMETHBIM TIpU KMCJIBIX, YEM TIPU IIEJTOUYHbIX
pH. IIpumeyaTenbHO, YTO 6JJaCTOKOHUINU OKA3aJIMCh
OoJiee YyBCTBUTEIbHBIMU K AeiicTBUIO NO, yeM Tudbl
MULIETUS.

A®DK u NO KoOpaMHHPOBAHHO PETYINPYIOT IIPO-
pacTaHye CIOp U NOCIELYIOLINIA POCT 3aPOABILIEBbIX
TpyOOK pXaBUMHHOTO Tpuda, Puccinia striiformis
Westend f. sp. tritici [47]. Ilo-BunuMomMy, B KOHTPOJIE
npopactanusi Tpyook NO neicTByeT TOJBKO COB-
MecTHO ¢ ADK, Tak Kak MOBbIIIEHNE UJIN CHUKEHUE
YPOBHSI OTHOTO M3 KOMITOHEHTOB OKa3bIBaeT Hera-
TUBHOE BJIUSTHUE Ha MIPOLIECC, TOrIA KaK HAKOIUIEHUE
Bbicokoro ypoBHsS U1 NO, u ADK obecrieunBaio HOp-
MaJIbHBII pocT rpuba. OUeBUIHO, YTO JJIs1 PETYIUPO-
BaHMS MpopacTaHusI HEOOXOIUM oIlpeaesIeHHBII 0a-
nmaHc NO u A®K. I1pu noctukeHun 3Toro dajgaHca
kak NO, tak u ADK mpeanodTuTebHO JTIOKAIU3Yy-
IOTCS B TIOpax W aleKce PacTylIMX 3apOAbIIIEBbIX
TPpYyOOK M BIUSIFOT HA UX MOJIIPHBINA POCT.

O06pabotka ackomulieta Trichophyton rubrum viH-
TEHCUBHBIM MUMIYJIbCHBIM CBETOM C JTJIMHOI BOJIHBI
420 HM TpuMBOIMIIa K yBeaWdeHHIo ypoBHS NO B
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KJIeTKaX 1 UHTMOMPOBAHUIO UX POCTA IO CPaBHEHUIO
C KOHTpoJIieM in vitro [48].

Axxymyssuusgs NO BhIIBJIEHa Ha BCeX CTaausIX
npopacTtanust Konnonii Colletotrichum coccoides, BbI-
3bIBAIOIIIETO aHTpakKHO3 y ToMaToB [11]. Bmecte ¢
TeM, HobaBjieHue 3K30reHHoro NO MHrHOMpOBaIO
IIpopacTaHue CIIOp 3TOro Ipuba, a 00padboTKa MHIM-
outopamu HUTpo-L-aprunuHoMm u L-NMMA B pa3-
HOM CTeIleHM yCKOopsiIa IIpoliecc, yKa3biBasi Ha pery-
JIATOpHYIO poab NO B mpopacTaHUM CHOP.

IIpumeHeHne (OAYOPECLIEHTHOTO  KpacUTEs
DAR-4M u NO-cKaBeHIKEpOB MO3BOJIIO BHISIBUTH
cuare3 NO 1pu IpopacTaHuM W Ha paHHMX CTaOMsIX
pa3Butust Magnaporthe oryzae, aCKOMULIETa, BbI3bIBa-
[oLIero THub puca [17]. Bmecte ¢ TeM, aeneuus psaa
Te€HOB, KOIMPYIOIIMX (DEPMEHTHI, IIOTEeHIIMAIBLHO OT-
BETCTBEHHBIC 32 CUHTE3 3TOI'0 COeIMHEHUSI, HE CKa3bl-
BaeTcs Ha reHepauu NO. DiyopeclieHTHbIE CUTHA-
61, ooHapy:keHHbIe nocne aeiicteuss DAF-FM DA,
TaKXXe CBUIETEILCTBOBAIM O BO3MOXHOCTU BOBJICYE-
Husg NO B mpoliecc IIpopacTaHusl CIOp U CO3peBa-
HUS alllIpeccopueB y 3Toro rpubda [49].

OO0pabotka Fusarium oxysporum f. sp. fragariae no-
HopoM NO SNP mpuBommna K 1030-3aBUCUMOMY
YMEHBIIEHUIO MpOpacTaHus KOHUIMNA W yBeauye-
HUIO CKOpocTHU pocTta Mulieaus [50]. Peryasus po-
CcTa MULIEJIMSI OKCUAOM a30Ta COMMPOBOXIANach U3Me-
HeHMeM 00pa30BaHMs CYIEpPOKCU aHUOHA.

Juddepenmpoka rpudoB. B 1uTepaType npuBo-
IsTes JaHHbIe o aeiicTBur NO KaK CUTHAJIBHOM MOJIe-
KyJIbl, KOHTpOJMpYyioliei nudhepeHIMpOBKY I'pUOOB,
MpUHALIEXKAIUX K Pa3IMdYHbIM TaKCOHOMUYECKUM
rpyImaM.

NO npu ygactnu L-Arg 1 cGMP BisteT Ha Ko-
HUJIMOTeHe3 MUTocrnopoBoro rpuda Corniothyrium
minitans [12, 21], mapa3suTUPYIOLIETO HAa CKIICPOLIMSIX
TpUOOB — HUTPOAPTUHUH WHTHUOMPYET 0Opa3oBaHUe
MUKHUAW, a nodasieHue SNP nmpuBogut K oo6paszo-
BaHUIO CIIOP Y Je(PUILIMTHOrO 110 KOHUINOTEHE3y MY-
tanTa. Hambonpnras konneHnTpanus NO BhISIBICHA B
MULIEJIUU Ha CTaIuM WHULUALMU MUKHUAUNA (72 4
MMOCTUHOKYJISLIN).

Maiiep ¢ coaBt. [19] usyumnu neiictBue SNP —
noHopa NO, u L-NAME — unruoutopa NO-cuH-
Ta3HOW aKTMBHOCTU, HA 0Opa3oBaHUE CIIOpaHT1oGO-
poB y 3uromuuieta Phycomyces blakesleeanus. Yka3zaH-
HbIE€ COEOUHEHUS NEeNCTBOBAIMU IPOTUBOMOIOXHBIM
00pa3oM Ha (hOpMUPOBAHUE MUKPO- U MAKpPOCITIOpaH-
rnodopoB: nion, neiictBueM SNP orMedeHO yBemue-
HUE YKclia MaKPOCTPYKTYP U YMEHbIIIEHNE YMCIla MUK~
POCTPYKTYp, a B IIpucyrcTBUM L-NAME BbIsIBI€HA 00-
paTHasi 3aBUCMMOCTb, TIpUYEM TIpoliecC ObLI ropasio
CWIbHEE BhIPaXKEH IPU MaKpPOCITOpaHTMOTEeHE3E.

Kopeiickue vcciaenoBarenn ooHapyKUJIU CTUMY-
JIS1MI0 00pa3oBaHUs TJIOAOBBIX TeJl B NMIPUCYTCTBUU
SNP y 6asuagnomuiieta Flammulina velutipes u mno-
JIaBJieHre Iipoliecca npu godasieHun L-NAME n
amMuHoryanuamHa [20].
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Buepa c coanr. [13], ncrmons3ys ¢piryopeciieHTHBII
nHaukatop DAF-FM DA, BweISBUIM 0oOpa3oBaHUuE
‘NO npu crnopyisiiuyd BOTHOTO XUTPUIMOMUIIETA
Blastocladiella emersonii. Eciu 06pabOTKy KJ1eTOK (hiTy-
OPECLIEHTHBIM JIETEKTOPOM ITPOBOAWIN B IPUCYTCTBUU
NO-cunTta3znHoro maruouropa L-NAME, To mMHTEeH-
CUBHOCTB 3€JIEHOTO (hJTyOpPECLICHTHOTO CUTHAaIa Pe3KO
cHMXanach. [IpyMeHeHUe KOIMYECTBEHHOIO XEMU-
JIIOMUHECHIEHTHOTO aHajn3a TMOATBEPAWIO, YTO TIpU
WHIYKIUY 00pa30BaHMsI IOJBVKHBIX 300CITOP ITPOUC-
XOOWJIO YBEIWYEHHE BHYTPUKIICTOUHBIX IPOIYKTOB,
sBIsomxcst mpon3BogHbIMU NO, T10uTH B 3 pasa.

B pa6ote Ilenrkura ¢ coasT. [16] misa uaeHTudun-
Kaluuy U (pyHKUIMOHAIBLHOM OLIGHKM 3HIOT€HHOTO
NO y ackomuiieta Neurospora crassa TakxKe OBLT HC-
MOJIb30BaH METOJ, C 3TUM XK€ (hJIyOPECIEHTHBIM MH-
nukatopoM. CteneHb (hJIyopeclieHIIMU, TIOKa3bIBat0-
I1asi ypoBeHb BHYTPUKIIETOYHOI'O COePXKAHMS OKCH-
Jla a30Ta, CUJILHO Bo3pacTaja B rudax MULEIus Ipu
pocTe B MOTPY:KEHHOI KyJIbType, a TaKXKe B KOHU-
nuodopax IIpYU KOHUAMOTEHE3e B IOBEPXHOCTHOM
KyJbType. ABTOPHI TaKKe MOKa3ad, YTo oOpadboTka
muuenust NO-ckaBeHmxepoM, cPTIO, npuBoauia K
pPE3KOMY YMEHBIICHUIO YPOBHSI TPAHCKPUIILIUU Te-
HOB con-10u con-13, sKcripeccrust KOTOPBIX BO3pac-
TaeT IMpU KOHUIMOTIeHe3€. ABTOPhI MPEAIIOI0XKIIN,
YTO OKCH a30Ta 00pa3yeTcsi BHyTPHU MOJIOABIX PacTy-
IMX T 1 ydacTByeT B pOPMUPOBAHUY KOHUIIIIA.

IMon neiictBnem NO, TeHEepUPOBAHHOI'O TOHOPOM
SNP, npoucxoauino yMeHblIeHe 00pa30oBaHUSI KO-
HUauil y ackomuuera A. nidulans [22]. IloznHee ObLI10
IMOKa3aHo, UTO Y 3TOro Ipuba CUHTe3 SHIOTCHHOTO
NO Bo3pacTajl Ha paHHUX CTagusIx IuddepeHLIU-
POBKH, TIPU MEPEX0e OT BEreTaTUBHOTO POCTa K KO-
HUANOTreHe3y U nodaBiaeHue 3k3oreHHoro NO ciy-
XKWJI0 UHAYKTOPOM 3Toro mepexoga [51]. YpoBeHb
NO omnpenensin 6ajtaHC MexXOy GECIOJIBIM U II0JIO-
BBIM OUKJIIaMU A. nidulans — NcKycCcTBEHHOE TTOBBI-
meHue KoHueHTpauuyu NO IpUBOIMIO K YMEHbIIIE-
HUIO KOHMIMOreHe3a Y WHAYKIUU OOpasoBaHUS
IUIOJOBBIX TeJI, KJICHCTOTEINEB, COAEPKAIINX aCKOC-
nopsl [32, 51].

I'prbOBI MoOTyT ObJiafaTh pa3HOU YYBCTBUTEIBLHO-
cThio K NO B 3aBUCUMOCTH OT cTaguu audepeHI-
poBku. Tak, o6padboTka kieToK Bacillus cinerea [30]
ak3oreHHbIM NO, obpazoBaHHbIM foHOpoM DETA,
MIPUBOIUT K M3MEHEHUIO SKCIIPECCUM T'eHa, OTBET-
CTBEHHOTO 3a CUHTE3 (hJIaBOTeMOTJI00MHA B MULICIUN
U cIiopax. YCTaHOBJIEHO, UTO JaHHBII OEJTOK ydacT-
ByeT B merokcukauuu NO, IpeBpallas aKTUBHBIA
NO panukan B HuTpat. [Ipm oopadorke NO Makcu-
MaJjibHasl PKCIpeccusl TeHa, KOAUPYIOIIEeTo 3TOT Oe-
JIOK, OTMEYEeHa B IIPOPACTAIOIINX KOHUIUSIX B. cine-
rea, HO OTCYTCTBOBAJIA B pPACTYIIEM Y AKTUBHO BETBSI -
LIEMCSI MULICJIUH.

B cBs131 ¢ TeM, 4TO CBET SIBJISIETCS BaXKHBIM PEry-
JISTOPHBIM (PAKTOPOM LIEJIOTO PSAAA SKU3HEHHBIX IINK-
JIOB TPUOOB, OCOOBIN MHTEpPEC IMPEACTABISICT U3yde-

MMPUKIIAAHAA BUOXUMUA U MUKPOBUOJIOTUA

OUITNTITIOBUY, BAUYPMHA

HUE POJIM OKCHJIA a30Ta B TPAHCAYKILIMKU (POTOCUTHA-
nay P. blakesleeanus [19], E velutipes [20], N. crassa
[16, 24, 52] u A. nidulans [53].

CuHUii cBeT MHTrUOMpPyeT oOpa30BaHME MUKPO-
CIIOpaHTuodOpOB, HO CTUMYIUPYET POPMUPOBAHUE
MakpocnopaHruogopoB y P. blakesleeanus [19]. Ho-
Hop NO SNP criocobeH 3amerarb 3 HeKT aKTUBUPY-
IOILIETO JEMCTBUSI CBETA IIPU MaKpOCIIOPAaHTUOICHE3E,
a uHruoutTopsl NO-CHUHTa3HOII peakUUU NOHABISITbH
ero. Bmecte ¢ Tem, cBeT MHAyLMpYyeT OOpa3oBaHUE
LIMTPY/UIMHA M3 apruHMHA B HauboJjiee BaXKHBIX IS
pa3BuTHUs azax pocTa — Jorapudmuueckoit ¢ase po-
CTa MULIE/IMS U IIPY CO3pEBaHMUM MaKpOCHOpPaHTHOdO-
poB. MHrnonpoBaHme OMOCHUHTE3a TeTParuapoono-
ntepuHa BH,, kodakrtopa NO-cuHTazsr (NOS),
MIPUBOANIO K MHTMOMpOBaHUIO (poTOMOporeHesa.
Ipn nuddpepeHIMPOBKE TOBEPXHOCTHOMN KYIBTYPBI
P. blakesleeanus 3HadyeHUs1 ynenbHOII aKTUBHOCTH
¢depMeHTa B 9KCTpaKTaX MULIEINS 1 CKOPOCTh 00pa30-
Banust NO B KiIeTKax rpuba, n3aMepeHHast XeMITIOMU-
HECLICHTHOI JeTEeKTOPHOI CUCTEMOIT, ObLIA CXOIHBI U
cocrasisu o 1 10 10 mvonb - MuH~! - Mr 6enka™!. Xa-
pakTepHO, 4YTO 0Opa30BaHUE HUTPYJUIMHA Y SMUCCUSI
NO cTUMyIMpOBaJINCh CBETOM W WHTHUOMPOBAINCH
IIpU pocTe Tpubda Ha cpele ¢ 2,4-1naMruHO-6-TUAPOK-
CUMTMPUMUANHOM, UHTUOUTOpPOM OunocuHTte3a BH,.
ABTOpHI TIpenriooxim, 4To NOS yJacTByeT B me-
penaye CBeTOBOTO CUTHaJIa MpU (pOPpMUPOBAHUY CITO-
paHTUEB.

INepen o6paszoBaHIEM TIOMOBBIX TEJI B OCBEIICH-
HOM MMUIIeIUY oneHkKa 3uMHero F, velutipes NO-cuH-
Ta3Hasl aKTUBHOCTb Bo3pacTajia B 72 pa3a [20], TeM He
MeHee OIIEHUTDH BKJIam ACHCTBUS CBeTa B 3TOT MPO-
IeCC CIO0XHO, TaK KaK aBTOPHI HE MCCIEA0BATIA TEM-
HOBbIE€ KOHTPOJU U, KPOME TOTO, OAHOBPEMEHHO C
OCBEIIICHUEM KYJIBTYp M3MEHWIN TeMIIepaTypHBIit
pexum c 18 mo 10°C.

Pesynbrarsl, monydeHHble Npu aeiictBum SNP,
aK30reHHoro goHopa NO u crienuduyecKrux UHTU-
ontopoB NOS, MO3BOJMIN TPEIITONOKUTE, 9TO NO
WHTUOUPYET CBETOCTUMYJIMPyeMOe 0Opa3oBaHUE KO-
Huauit y ackomuuera N. crassa [24]. Hapsiny ¢ atum,
aBTOPBI, U3MEPUB TpeBpallenue SH-L-aprununa B
SH-L-uurpy/uinH, BeiaBuand Hammuue NO-CUHTa3HOI
aKTMBHOCTH B KJeTKax rpuba. Ciemnyer OTMETUTh, YTO
pOJTb OKCHIA a30Ta B oTorporneccax N. crassa MOXKHO
OLIEHUTb TI0 MPUCYTCTBUIO KOHEYHBIX ITPOAYKTOB pac-
naga NO, HUTpaTa U HUTPUTA, B MULIEJIMU U CpEne
KyJIbTUBUPOBAHUS, UCTIONb3YS ONpeneleHHbIE MyTaH-
Thl Tpuda [29, 52]. Knetku nukoro tuma N. crassa v
JIPYTUX BBICIIUX TPUOOB 00J1aNal0T BHICOKOU aKTUB-
HocThio HUTparpenykrasd (HP) m Hutputpemykras
(HuP), 9yTO 1MO3BOJISIET UM YTUJIU3UPOBATh HUTPAT U
HUTPUT. B CBSI3U ¢ 3TUM M3MepeHUue BbIXOAa BTUX
MOHOB U3 KJIETOK IMKOTO TUIla HEBO3MOXHO, OTHAKO
TPYAHOCTU MOXHO M30eXKaTh, UCHOJb3Yys] MyTaHTHI,
JIMILIEHHbIE JaHHBIX (pepMeHTOB. Tak, Mpyu UCHOIb-
30BaHUM nit-6 mramMmma N. crassa, B KOTOPOM OTCYT-
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crByeT HuP, HO ocymiecTBisieTcss KaTaJIMTUYECKOe
MpeBpallleHue HUTpaTa B HUTPUT, Bbixod NO, MOX-
HO paccMaTpuBaTh KaK MoKa3aTeJb CyMMapHOTo CO-
nepxanusg NO; u NO, BHe KJIeTKU. AHAIU3 IUHA-
MUKHJ BBIXOJAa MOHOB HUTPUTA U3 MULEIUSI B XOIE
(GOTOMHAYLIMPOBAHHOIO KapoTUHOTeHe3a [52] u ¢o-
TOCTUMYJIUPYEMOTO KOHUANOTeHe3a [29] nit-6 mTaM-
Ma N. crassa CBUIETEILCTBOBAI O BO3MOXHOM y4acTUU
NO-reHepupyroIiero MexaHm3mMa B TpaHCAYKIIMU Go-
TocUTHaJIa Tpuba. BBeaeHue B cpely KyJIbTUBUPOBA-
HUS1 JoHOpa okcuaa azota, GSNO, nHruouposaio, a
uHruouropa NOS, HUTpo-L-apruHuHa, CTUMYJIUPO-
Basio (hoTOKOHMAMOreHe3 N. crassa, 4To yKa3bIBaeT Ha
yuactiie NO B maHHOM Tipoliecce. Bmecte ¢ TeM, oT-
cytcTBue Bbixona NO, U3 MULIETUS 3TOTO Xe ITaMMa
B XOJI€ CBETO3aBUCHIMOTI'O Pa3BUTHSI IIPOTOIICPUTCIIVEB,
MPENIICCTBEHHUKOB JKEHCKUX TOJOBBIX CTPYKTYD,
CBUIETEJILCTBYET O MAaJIOM BEPOSATHOCTH BOBJICUCHMSI
NO B noJioBoii mporniecc rpuda. Takum odpa3oM, B 3a-
BUCUMOCTU OT MPHUPOIbI TPEX CBETOPETYIMPYEMBIX
MPOLECCOB (MHIYKIIUS KapOTUHOIeHEe3a, CTUMYJISIIIMS
0ecrnosIoro Wiu MoJjoBoro HUKIoB) poib NO-TeHepu-
pYIOIIIEro MexaHu3Ma B TpaHCAYKUMU (POTOCUTHAJIa
N. crassa MOXeT OT/IMYaThCsl. BMecTe ¢ TeM, CBEeTO3aBH-
CHMbIe M3MEHeHUsI yaeabHoit aktuBHOCT NOS, ompe-
IeJIeHHbIE U3MepeHreM InpespalueHus *H-L-aprunu-
Ha B *H-L-uutpy/iunH, B GOTOKApOTUHOreHe3e U ¢o-
TOKOHMOWoreHe3e N. crassa BHISIBJICHBI He ObLH [35].

HeiictBue cBeta Ha A. nidulans B TIpUCYTCTBUM
KHMCJIOpOJa WHULIMHPYET oOpa3oBaHHE OCECIIONBIX
CIop, a TEMHOBBIE YCJIIOBUSI U TUTIOKCUS TIPUBOIST K
0o0pa3oBaHUIO MOJOBBIX CTPYKTyp. HenaBHO y maH-
Horo rpuba BbISIBJIEHA CBETOperyjiupyeMasi MHAYK-
st oopasoBanus NO [53]. Yposenr NO Bo3pacTai
MpPU OCBEIIEHUU MUILENUS, KyJIbTUBUPYEMOTO Ha
HUTpaTe Win Arg, U yMeHbIIajcsa B TeMHoTe. CBeT
aKTUBUpPYET 2 TeHa, CBI3aHHBIX C peTyJisiiueii ypoB-
Hs1 NO, — fhbB, Konupyoliuii (hbJlaBOreMorjaioouH, u
agaA, KOIUpPYWOIIU apruHasdy, KOHTPOJUPYIOIIYIO
YPOBEHb BHYTPUKJIETOUHOTO apruHuHa. diaBoremo-
m1obuH mipeBpaiaeT NO B Oe3omacHbIif HATpAT, a
Arg MoxeT ciryXkuThb cyoctpaTrom mirst NOS. st cBe-
TO3aBUCHUMON MHIYKIIMU YKa3aHHBIX TEHOB HEOOXO-
IuMo (GYHKIIMOHUpPOBaHUE TeHa puTtoxpoma fphA, a
reH lreA NecCTBYeT KakK pernpeccop B MPUCYTCTBUU
Arg B cpene. [1pu nuddepeHIIpoBKe rprda KOHIIEH-
Tpalusi BHYTPUKJIETOYHOTO Arg Bo3pacTaeT, puieM
0oJsiee 3aMeTHO NTPU MHAYKIIMU TOJIOBOTO Pa3BUTHUS,
yeM 0ecIoioro. ApruHMHOBBII MeTa0OJIM3M U CBET
KOHTPOJIMPYIOT YPOBEHb KOHUIMOTeHe3a. Jlenerus
JShbB ipuBOIUT K YaCTUYHOM ITOTEPE CBETOBOI pery-
JISIMU KOHUIIMOTeHe3a Ha cpele ¢ Arg Wi HUTpa-
TOM, B TO BpeMsI Kak aefienusi fhbA BIUsIeT Ha CBETO-
BYIO PETYJISILIMIO TOJIBKO Ha cpee C HUTpaToM. ABTO-
PBI IIPEAITONIOKIIN, YTO HUTPAT-PETyINPYeMBblii fhbA
W CBETO-PETyIUPYeMBlii fhbB HEOOXOMUMEL IJIsl KOp-
PEKTHOI CBETOBO PETYJISILIUM KOHUAUOTeHe3a A. nidu-
lans.
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CHUHTE3 NO B KJIETKAX T'PUBOB

Bomnpoc o npupone redepauuu NO y rpuboB B
3HAYUTEILHOI CTEIIEHW OCTaeTCs OTKPBIThIM. CUHTE3
NO MOXET OCyIIECTBISITbCS HEDH3UMATUIECKH U SH-
suMaTndecku. HesH3umaTtnueckn obOpasoBaHue NO

npoucxonut u3 NO, Npu HU3KUX 3HaYeHusx pH.

M3BecTHO, 4YTO y MIIEKOIMUTAIOIINX OCHOBHBIM
depmeHToM cuHTeda NO sBasiercs NO-cuHTasza
(KD 1.14.13.396), npencrapieHHas 3 ¢popmaMu, Heii-
poHanbsHOM (NNOS), nHayuuoenpHoi (iINOS) 1 3H-
nortenuanbHoi (eNOS), KongupyeMbIMU Pa3HbIMMU Te-
HaMm¥ [54]. EcTecTBEeHHO, YTO IO aHAJIOTUH C MIIEKO-
MUTAIOIIMMU HanboJyiee BEPOSITHBIM TIPETEHACHTOM
Ha poJib hepMeHTa, OTBETCTBEHHOTO 32 CUHTE3 OKCH -
Jla a30Ta y rpuboB, CYUTAIICS UMEHHO 3TOT (DEPMEHT.
OnmHako Borpoc o cyliecTBoBaHUM NO-CUHTa3HOM
aKTUBHOCTU B KJIeTKaX rpuOOB A0 CUX MOP SBJSIETCS
IUCKYyCCMOHHBIM. OKa3aaoch, YTO TUMUYHbIE MOJ-
HOlLIEHHbIE TeHbI, Koaupyoiie NOS MiekonuTaro-
IIUX, B TeHOME OOJILIIMHCTBA IPUOOB, KaK U Yy BbIC-
IIUX pacTeHUii, OTCYTCTBYIOT. B cBs3u c 3TuUM ms
0003HaYEeHUS IH3UMa, OCYIIECTBIISIONIETO (PYHKIIUN
NOS y 3TUX OpraHU3MOB, MHOTIA JaXKe UCTIONIb3yeT-
csa tepmuH NO-cuHTazonogobHast (NOS-like) ak-
TUBHOCTb. BMecTe ¢ TeM, y HEKOTOPbIX U3 HUX aKTUB-
HOCTb (hepMeHTa ONpeaessieTcsl U30TOMHBIM METO-
noM, 1o nipespaiuenuto *H- wiu “C-L-aprununa B
SH- win “C-L-uurpymd. Cpeay Takux rpuboB —
N. crassa (24, 35], F velutipes [20], P. blakesleeanus
[19], S. cerevisiae [10, 39], B. emersonii [13] u C. mini-
tans [21].

ITokazaHo, 4To MogO06HO (hepMEHTY MJIEKOIIUTA-

tomunx, NOS F velutipes Nciofib3yeT B Ka4eCTBE KO-
dakropoB HAII®H, A/, PMH u BH,, HO B oT/111-

yue OT HEro, He Hyxaaercd B noHax Ca’" u kajibMo-
nynune [20]. Ky u V,, 0 gaHHoro depmeHTa
cocrapysiior 3.3 X 107> M u 2.4 X 10~* uMoJb/MUH/MT
6eTKa COOTBETCTBEHHO, YH3UM MHTHUOUPYETCS HUT-
po-L-apruHMHOM M aMUHOTYaHUIUHOM C BEJIMYU-
Hamu K; 2.9 x 10~ u 3.3 X 10~* M cOOTBETCTBEHHO.
ABTOPBI MPEATOJIaraoT, YTO MPU JeMCTBUU STUX UH-
TMOUTOPOB, Garogapst UX HU3KOMY CPOICTBY K (ep-
MEHTY, TIPOMCXOIMT JIMIIb 3adepkKa oOpa3oBaHUs
TJIOJOBBIX TEJI, HO HE MOJTHOEe MHTMOUpPOBaHUE TIPO-
necca. NOS F velutipes mipencraBiieHa OIUMEPOM C
MoJtekynsspHoit Maccoit 100 kla m uMeeT aKTUBHOCTD
>500 nmMoJib/MUH/MT 6eJiKka (TUIOIOBBIE Tea).

AxtuBHOCTHF NOS BoO3pacraeT mociae oOpadboOTKHn
KJIETOK APOXKeH S. cerevisiae TIepOKCUIOM BOIOpOIa
[10]. Kpome Toro, mpu 3TOM HaO0maeTcsl 2-KpaT-
HO€ YBEJIMYEHNE BHYTPUKICTOUYHOM KOHIIEHTpall
L-Arg, 4To MOXeT OBITh OIpeAeISTIONINM (PaKTOPOM
st cunre3a NO npu H,O,-uHAyUMpOBaHHOM ano-
To3e.

NO-cuHTa3Hasi aKTUBHOCTb BBISIBISIETCSI B XOJIE
CIIOPYJISILIMY XUuTpuauoMunera B. emersonii [13], mo-
cTurasg MakcumyMa depe3 150 MmH Tocie Hadgaja
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Mpoliecca U CHIXXAsICh MIPU A00aBJIEHU WHTUOUTO-
poB dbepmenTa, L-NAME u TRIM. ®epMeHT SBsI-
ercst Ca?t-3aBUCHUMBIM, OOHAPYXXUBAs B 3TOM CXO[I-
ctBo ¢ nNOS dopMoii hepMeHTa MIIEKOMUTAIOIIX.

AxtuBHOCTE NOS rpuba-mapasura C. minitans no-
CTUTaJla MaKCUMaJIbHOTO YpoBHSI 20 MMOJIb/MUH/MT
Oesika Ha paHHel ctanuu (opMUPOBAHUST TTMKHUIUI
(72 4 mocTuHOKYyIsAMK) [21]. DTO BpeMsI COBIIAmajIo ¢
MakcuMymoM oopazoBaHusi NO B KJIeTKax.

JaHHbBIE O CYyIIECTBOBAaHUM Pa3IMYHBIX (HOpM
NOS rpuboB, aHaaIOrMYHBIX (popMaM, OOHAPYKEH-
HBIM JIs1 (hepMEHTA XKMBOTHBIX, HEMHOT'OYMCICHHEL.
NO-cuHTa3Hasg aKTUBHOCTh ackomuiieta N. crassa
10 PSIAY CBOMCTB (4yBCTBUTEIBHOCTD K MOHAM KaJlb-
LUsI, NeMCTBUE CIIELM(UUECKUX NHITMOUTOPOB (bep-
MeHTa, BectepH-010T aHanu3) cxomHa ¢ iNOS dop-
Mot pepmeHTa Miiekonuraromux [35]. B pabore mc-
MIOJb30BAJIM TOJUKIOHAJIbHBIE aHTUTENa IIPOTUB
iNOS u3odopmMbl pepMeHTa MICKOITUTAIOIINX, M-
MYHOTE€HOM 151 KOTOPbIX ObLT C-KOHI1IEBOI MEeNTHU,
conmepxamuii 14 amuHokuciioT iNOS, nmonydyeHHbIA
n3 MakpodaroB MeII. MoJeKkynsgpHasg Macca dep-
MeHTa cocTasisieT okojo 130 xla, yTo 6J1M3KO0 K Ta-
koBoii mist iNOS xkuBoTHbIX [55]. Mcnonb3oBaHue
MOHOKJIOHAJIbHBIX aHTUTeN IIpoTuB nINOS nmo3Bonn-
JIO OOHAPYKUTh KOHCTUTYTUBHYIO (popMy pepMeHTa
¢ MOJIEKyJIIpHOM Maccoit 60 k/la y npoxckeit S. cere-
visiae |56, 57]. JomuTtpoBHUY ¢ coanT. [39] BLISIBUIN B
9KCMOHEHIIMAIbHOM (ha3e pocTa 3TOro Ke OpraHu3Ma
akcnpeccuro nNOS, iNOS, 1 eNOS ¢ MoJeKyIsIpHbI-
mu Maccamu 160, 130 u 132 xJla, coorBeTcTBeHHO. MH-
nyuupoBanHasg NOS y atoro rpuba obiiamaeT M30-
¢GOpMHOI1 CrIeIM(PUIHOCTBIO U 3aBUCUT OT METa0OJIH -
YEeCKOTO COCTOSHMsI KJIETOK M OTBETa Ha CTpecc.
MonexynsapHas macca NOS 1. obliquus, onipeneneHHast
n30(PepMEHTHEIM METOAOM, cocTaBmia 85 kJla mis
KoHCcTUTyTUBHOM M 110 xJla mist MHIyImnOeIbHOM
dopm depmenTa [58]. CoBMecTHOE KyITbTUBUPOBA-
Hue G6asunuomuiieta . obliquus n TpyToOBOro rpubda
Phellinus morii TpuBOOMIIO K 5-KpaTHOMY yBeJIW4e-
HUIo akTuBHOCTU iNOS y riepBoro rpubda ¢ mociaeny-
IOIIMM pe3KUM Bo3pacTaHueM obOpazoBaHust NO
[58]. ITo MEEHMIO aBTOPOB 3Ta hopMa pepMeHTa MO-
XeT IeMCTBOBAaTh KAaK BaXKHBIN PETyJISITOP, BIUSIO-
Ui Ha TIPOAYKIIMIO MEeTabOJIUTOB (DEHIIIIPOIIAaHO-
HUIOB BO BpeMsI MEXXBUIOBBIX B3aMMOIEICTBUI MeX-
Iy TprOaMMu.

Kaxk ykazaHo BblIllle, y TpMOOB HE YAaJd0Ch HAWTU
nosHoueHHbI reH NOS xuBoTHoro tima. Bmecre ¢
TeM, B TpuOHbIX TeHoMax P. blakesleeanus v Mag-
naporthe grisea oOHapyXeH Mo KpaliHeil Mepe OIuH
dparmenT mnocienoBatenbHocT JHK, cxomusiit ¢
TakoBbIM 11 NOS Muekonuraromuyx [13]. CxoaHbie
Y4aCTKU aMMHOKHUCIOTHBIX NO-CUHTa30-M0100HbBIX
Mocea0BaTeIbHOCTE OOHAPYXEeHbI B XO/Ie aHAIM3a
in silico y rpu6oB Aspergillus oryzae, Glomerella gram-
inicola n Colletotricum gloeosporioides [59]. Ucnomnb-
3ysl 9TOT XK€ METOJ, aBTOPbI BbISIBUIIU KOHCEPBATUB-
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HBbIe aMUHOKUCTIOTHBIE NO-CHUHTAa30-1I0J00HbBIE 110~
ciienoBatenbHOCTU Y Macrophomina phaseolina. T1pu
NOMOIIY OMOMH(OPMAIMOHHOIO aHaIl3a B TEHOME
o6asuauomuiiera I. obliquus ObUIN BBISIBIIEHBI T€HBI,
UMeEIOIIMe ONpeAeIeHHOE CXOACTBO C aHAJIOTUYHbBI-
MU FreHaM¥, KOOUPYIOIIUMN KOHCTUTYTUBHYIO U MH-
nynnoenbHyIo Gopmbel NOS MmiaekonuTarommx [58].
HenasHo [16] B reHoMme N. crassa oOHapyXXeH psij re-
HOB, MMCIOIIINX BBICOKYIO CTEIICHb TOMOJIOTUM C Te-
Hamu NOS y npyrux rp6oB 1 yeaoBeka. OCHOBBIBA-
SICh Ha UX CBOMCTBaX, aBTOPHI IPEINOI0XUIN BO3-
MOXHOCTb HaJIMYUS pa3IMYHBIX ITyTeil cuHTe3a NO
(3aBucuMoro u He3aBucumoro or NOS) y maHHOro
rpuoa.

V M. oryzae neneuun psima reHOB OMOCcHUHTe3a Arg,
cyocrpata mjig NOS [49], a Takke reHoB NO-cuHTa-
30-M0J00HOM aKTUBHOCTU [17] HE BAMUSIIM HA CUHTE3
NO, 9To TakKe IMOATBEPKINIO BO3MOXHOCTh TeHepa-
1 NO y rpu6oB He3aBUCUMBIM OT NOS crioco6oM.

V npoxckeii S. cerevisiae Arg-3aBUcrMOe 00pa3o-
BaHue NO omnocpenoBaHo ¢aBorpoTenHoM Tahl8
[41]. ITpu 3TOM B OTBET Ha AeiICTBUE TaKWX CTPECCO-
POB KaK BbICOKasl TeMIIepaTypa, BLICYILIMBAaHUE U 3a-
MoOpaxKMBaHUe/OTTauBaHUE MPOUCXOAUT aKTUBAIUS
reHoB N-aretnmnrpaHcdepa3sl MPRI v poMTHOK-
cunasbl PUT'I, 4TO BeOeT K 3HAYUTEIbHOMY yBeJInYe-
HUIO COOEpKaHUsSI Arg, SIBJSIOIIETOCSI CyOCTpaToM
NOS [41, 60]. IIpeanonaratot, yro Tah18 6e10K ro-
MoOJIOTHYeH peaykrasHoMy goMeHy NOS [61]. Ycra-
HOBJIeHO, uTo Tahl8 mnepeHOCUT 3MEKTPOHBLI OT
HAI®H na Fe-S knactepsl Dre2 6enka yepe3 @A]]
u @MH [62]. B yclIoBUSIX OKUCIMTEILHOTO CTpecca
Tah18-Dre2-koMIUIeKC pacnagaeTcsl, YTO IIPUBOIUT
K GYHKIIMOHAJIbHOMY n3MeHeHmIo Tah18 n symekTpo-
Hel oT HAJI®H wucnons3yrores miast cuHte3a NO.
[Mo-BuayMOMYy, B YCIOBUSIX OKUCIUTETHLHOIO CTPEC-
ca Tahl8-Dre2-kKoMIUIEKC MOXKET UCIOJIb30BaTLCS B
KayeCcTBe MOJIEKYJISIPHOTO TIepeKIouaTesist IJisi KOH-
Tpojist cuHTe3a NO, MHAYLUPYS alloNTO3 WX 3ally-
1as KJIeTKy apoxckeit [61].

Kopmac u Bappo3zo [63] B 2017 T. TIpeaaoXuan
JUTSL BBICIIMX PACTEHUI TMIIOTE3Y, COIJIACHO KOTO-
poii L-Arg-3aBucumass NO-cuHTa30-11on00HasI aK-
TUBHOCTb MOXET OBITh Pe3yJIbTaTOM KOOIlepaTHBHO-
ro JEUCTBUS HECKOJbKUX Pa3jIUYHbIX (HEPMEHTOB,
CcOOpaHHBIX B CJIOXKHBINM KoMruiekc. [TpennoxeHHbIi
MexaHu3M cuHTe3a NO MOXeT CyllecTBOBaTb U Y
rpuooOB.

Cunre3 NO MOXET OCYILISCTBISTHCSI HE TOJHKO
NOS. Mapkoc ¢ coanT. [51] oOHapyXuJv, 4TO HIpU
nuddeperupoBke A. nidulans cunte3 NO peryau-
pyercsa HP, mpuyeM reH nia D, konupyrommniit HP, ak-
TUBUPYETCS TIPU UHAYKIIUM KOHUIUOTEHEe3a NaXxe B
YCJIOBUSIX PENpPECCUX a30TOM B IIPUCYTCTBUM aMMO-
Hus. BMecTe ¢ TeM 3T0 He yHUBEpCaJIbHBIN MEXaHU3M,
TaK KakK C KMCITOJIb30BaHUEM MYTAHTOB, ACMUIIMTHBIX
no HP u HuP, moka3aHo, 4yro 3T (bepMEHTHI He
ydacTtBy1oT B cuHTe3e NO y ackomuiieta M. oryzae [17].
Ne 6
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NO-cuHTa3a

Arg —>| S cerevisiae B. emersonii C. minitans
P. blakesleeanus F. velutipes N. crassa \

NO HP wim HeaH3umaTnyecku
2—>

—> CHUHTE3

®dnaBoremonoorHbl > NOj3

B. cinerea A. nidulans F. oxysporum
/ C. albicans S. pombe

NO-penykraza > N,O
JETOKCUKALIUSg+—>

Jlpyrue (dbepMeHTBI WJIK UX /

A. nidulans \ / E oxysporum

2 KOMILICKCDI NO iNT-6SH —> iNT-6SNO
A. nidulans
M. oryzae
GSH
<\l’nyTaTMOHpez[yKTaaa
GSSG
GSNOi NH;
GSNO-penykra3sa 1. obliguus
cAMP-3ABUCUMBIY CUTHAJIBHBIM ITYTh TMPOTEOM Moct-TpancasimonHbIe Mot duKaLi
L . B -« Hutposunuposanue Cys Hurposanue Tyr
C. minitans B. emersonii S. pombe P. expansum L.
S. cerevisiae
\ I
FT'EHOM

TpaHcKpUNUMOHHAS PETYISILNS AKTUBHOCTU T€HOB
A. nidulans S. cerevisiae P. eryngii G. oregonense

PexoMOuHoOreHHOE AeiicTBue
A. nidulans

Puc. 1. OcHOBHBIEC ITyTH CUHTE3a, ICUCTBUS

YcranoBneHo Takke, yTo HuP BHyTpeHHe MmeMOpa-
HbI MUTOXOHIpUIA TpruooB npu yyactun HAJ/IH crio-
cobHa BocctaHaBauBath NO?~ B NO [31]. IIpeamno-
JlaraloT, YTO MUTOXOHIpUATbHBIE LIUTOXPOM-C-OK-
cumaza 1 HuP oGecrieunBaror odOpazosanme NO B
YCJIOBUSIX TUIIOKCUM WY aHoKcuu [9, 40].

AdpyrumMu BO3MOXHBIMU KaHAWIATaMU, OTBET-
CTBEHHBIMMU 3a 00pa30BaHMUE OKCHUIA a30Ta y TpUOOB,
MOTYT OBITh TaKXKe KCAaHTUHOKCUAOpPeAyKTasa [64],
p450:HAIDH-P450-penyktasa [17], HeKoTOpHIe
MeMOpaHOCBsI3aHHbIe (depMeHThI [64, 65] mimu 310
MOXKET ObITh HERH3MMATUYECKUIA CUHTE3 [66].

IYTU JENUCTBUAI NO Y TPUBOB

Mwumenu msa geiictBuss NO B KieTKax rpuOoOB
pa3HooOpa3HsI (puc. 1).

T'enom. OGpas3yrommiicss N3 OKCHIA a30Ta B KIECTKE
MEPOKCUHUTPUT IPEICTABISIET COO0I CUIBbHbBII OKHC-
JIMTeNb, KOTOphIii crnocobeH noBpexaath JHK. Pe-
KoMOuHoreHHbI noteHmMana NO Ha KieTku A. nidu-
lans onennBanu 1o aevictBuio SNP, 3k30reHHOro 10-
Hopa NO [22]. D10 coeguHEHHWE CTUMYIMPOBAIO
Bo3HMKHOBeHUE pa3pbeiBoB JJHK B G2 mepuone neie-
HUS. ABTOPBI IIPEIIIOIATaoT, YTO MU3MEHECHUST MHTEH-
CUBHOCTH KOHUIMoreHe3a A. nidulans, BBI3BaHHBIC
SNP, MoryT OBITH CBSI3aHBI C HapyIlIEHUEM OKCHIOM

ITPUKIIAAHAA BUOXUMUA U MUKPOBHUOJIOT'UA

1 JETOKCUKallMM OKCHUIa a30Ta y FpPI6OB.

a30Ta TPAHCKPHUITIUOHHOM aKTUBALUK CTPYKTYPHBIX,
cnelnUYHbBIX IS CIIOPYJISILAY TEHOB.

VY npoxxkeit Kluyveromyces lactis iociie NeicTBUS
razoo6paszHoro NO HabGI0Aa10Ch UHTUOUPOBaHUE
JAHK-cBsa3bpIBaoIeii aKTUBHOCTU TPaHCKPUIIIIM-
oHHoro ¢aktopa LAC9, cogepxkaiiero “nuHKOBbBIA
najnen” [67]. [Tockonbky NO cmocobeH BBI3BIBATh
S-HUTpO3UIMPOBAaHUE TUOJIOB LIMHK-CEPHBIX KJia-
CTEPOB, YTO MPUBOJIUT K OOPATUMOMY pa3pylIeHUIO
CTPYKTYp “LIMHKOBBIX MajblieB”, 3TO obecrieuynBaeT
MOJIEKYJISIDHBINT MEXaHU3M LTSI peTyJIMpOBaHUST TPaH-
CKPUIILIMU TE€HOB.

Oo6paboTtka apoxkeit S. cerevisiae GSNO, noHO-
poM NO, BbI3bIBaJIa MATKUI OKUCIIUTEIBHBIN CTpecc 1
yBeJIMYECHNE aKTUBHOCTY aHTUOKCUIIAHTHEIX (pepMeH-
TOB — CYIIEpOKCUIOMCMYTAa3bl M Katanassl [28]. I1pen-
T10J1araloT, YTO B TPAHCKPHUITIIMOHHOM aKTUBALIMU CUH-
Te3a 3TUX (PEPMEHTOB y4acTBYeT Yaplp, KIFOUeBOW pe-
TYJISITOP OTBETA OIPOXCOKEl Ha OKMCIIMTEIbHBIN CTpecC.

st BeIsIBACHUST MexaHu3Ma neiictBust NO, cBsI-
3aHHOTO C ITOBBIIIIEHUEM TOJIepaHTHOCTHU P. eryngii K
TSKEJIBIM MeTajiaM, JIu ¢ coaBT. [21] ucnoab3oBaiu
TPAaHCKPUMNLIMOHHBINA aHaIN3. ABTOPHI OOHAPYKWINA
3HAYUTEIIFHOE YBEJIMUEHNE JSKCIpeccuu 45 TeHOoB,
KOIUPYIOIIMX OKCUIOPEAYKTa3bl, 1eTUAPOreHasbl, pe-
JIyKTa3bl, TpaHCchepasbl U (aKTOPHlI TPAHCKPUIILINY, B
oOpasnax, 00padoTaHHBIX 93K30TeHHBIM NQO, 4TO CITO-
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COOCTBOBAJIO TIOBBIIIEHUIO YCTOMYMBOCTA TIpuba K
Ype3BblYaiiHO BHICOKOMY YPOBHIO Kanmus. Haubonee
MHOTOYMCIEHHBIMUA OKa3aJlMCh TE€HbI, KOAUPYIOIIME
¢epMeHTBI, yIaCTBYIOIIIME B OKMCIUTEIBHO-BOCCTAHO-
BUTEJIBHBIX TIPOLIECCAX, BKIIIOYAST MPEAITOIOXKUTETHHO
MUPUAUHHYKICOTU-TUCYIb(UI-OKCUIOPETYKTa3bl,
ai- KoA-penyKrassl, aabIeruaIeruIporeHasy, Cylb-
duTpenykrasy, okcajgaTaekapOoKcuiasy U popMuar-
JIeTUIporeHasy.

HacyHo ¢ coaBr. [68] HaGm0ogaIM y APOKKeEit S. cer-
evisiae 1100 AeiicTBUeM 3K3oreHHoro NO MHAYKIIMIO
skcnpeccun Cu-peryaMpyeMbIX TeHOB, HAXOMSIIUXCS
OJ, KOHTPOJIEM TPaHCKPUIILIMOHHOTO (hakTopa Macl,
pkmodast TeH CTR I, konypyionnii BeIcoKoahOUMHHEBII
TpaHcnoptep Meau. Okaszayoch, yTo NO ycujuBaeT
cBs3bIBaHMe Macl ¢ mpomMoTopaMy T€HOB-MUIIIE-
Heit. O6paboTKa OKCHIIOM a30Ta B YCIIOBUSIX BBICOKO-
TeMIIepaTypHOrO CTpecca IMpUBOJAMIA K BO3pacTa-
HUIO psifa ImapaMeTpoB — TpaHckpunuuu reHa CTR1,
BHYTPMKJIETOYHOI KOHIIEHTpAlUM MeIM, aKTUBHO-
ctu Cu,Zn-CcynepoKCUIIucMyTa3bl U XKU3HECITOCO0-
HoCTH KiieToK. Hapsny ¢ atum, NO He BIMSII Ha 9KC-
npeccuio reHa MACI, 9TO0, MO MHEHHIO aBTOPOB,
CBUIETENILCTBYET 00 akTuBauuu Macl 3a cuet NO-
3aBUCUMMOM TNOCTTPAHC/ISIIMOHHON MOIM(pUKAIINU
IMyTeM S-HUTPO3WINPOBAaHUS 1/WiIn (POChHOPHINPO-
BaHUs. BMecTe ¢ TeM y aTux ke apoxckeir NO MHrnou-
poBasl aKTUBHOCTb Cu-perymmpyeMoro TpaHCKPUITLII-
oHHoTO (pakTOopa Acel, YTo MPUBOIMIIO K MTHTUOMPOBA-
Huio Cu-3aBucumoil mHaykimu reHa CUPI [69].
IIpenmojaraloT, 4ro IIOn OeiCTBMEM OKCHAa a30Ta
IIPONCXOAUT MOAU(MDUKAIINS CBI3BIBAIOIINX METAJLJIbI
THOJOB Acel, yMeHbIIaiolass CHoCOOHOCTh (pakTopa
CBSI3BIBAaTh ME/Ib.

YeH c¢ coaBT. [42] cpaBHWIN TPAHCKPUIITOM MMU-
uenust Ganoderma oregonense, NOABEPTHYTOIO TEILJIO-
BoMy ctpeccy (32°C) 1 BO3AEMCTBUIO 3K30T€HHOTO
NO, ¢ TakOBBIM, TIOJJyUYeHHBIM B YCJIOBUSIX PETyJisi-
o NO npu HOpMaJbHOM TeMIleparype KyJIbTUBH-
poBaHUsl. B nonoaHeHNe K yCUIICHUIO PETYISIINUY Te-
HOB, Koaupymolux 6enku teruioBoro moka (HSP), B
YCJIOBUSX TETIJIOBOTO CTpecca Mo CPaBHEHUIO C KOH-
TpojeM, nocje 0opadoTku NO ObLI BBISIBIACH PsII HO-
Boix HSP — HSP 78, HSP 70, HSP 104, HSP 30 u
HSP C4. Ilpenmonaraior, ytro NO aktuBupyer HSP
IJIs1 3a1IUTHI G. oregonense oT aGMOTUYECKOTO CTpecC-
ca. KpoMe Toro, TerioBoii cTpecc MpUBOIUT K yBe-
JIMYEHWIO 3KCIPECCUU TE€HOB, PETYJUPYIOLIUX aK-
TUBHOCTb OKCHIa3bl D-aMUHOKMCIOT U OKCHUIOPE-
JYKTa3bl.

S-Hurpo3uimpoBaHie M HHUTPOBAHME OCTATKOB
amMuHOKHCJI0T. NO-3aBUCUMBIE TTOCT-TPAHCIISIIMOH-
HbIe MOAU(MDUKAITUY MOTYT U3MEHSITh (DYHKIIMOHAJIb-
HYIO aKTUBHOCTbH 0€JIKOB, YYaCTBYIOIIUX B CUTHAJIb-
HOI TpaHCIYKLIWHU IIPU Pa3HbIX (PU3NOJTOTUISCKUX U
CTpeccoBbIX ycioBusix. Bzaumoneiictsue NO ¢ 6en-
KaMU CHOCOOHO TMPUBOAUTH K S-HUTPO3UIUPOBA-
o Cys OCTaTKOB MJIM HUTPOBAHUIO OCTATKOB TVr.

MMPUKIIAAHAA BUOXUMUA U MUKPOBUOJIOTUA

OUITNTITIOBUY, BAUYPMHA

Brimie yxke yrmoMmmHaimoch o ToM, 9To NO MOXeT OBITh
HCIOJb30BaH B OTBeTax KJIETOK I'pMOOB Ha pa3HbIe
TUIIBI cTpecca. Tak, Ha OCHOBaHMU aKTUBallMW CUH-
te3a NO 1 S-HUTpO3MIMPOBAHUS TNIUIICPATBACTHI-3-
dochar-geruaporeHasnbl, a TAKxKe KOPPEISILIMU MEXITY
YPOBHEM BHYTPUKJIETOUHOM KOHIEHTPALIUU CYTICPOK-
CHIHBIX aHMOHOB M obpaszoBanueM NO, AnbMeiiga c
coaBT. [10] mpenmnonoxumu ygactue NO B mepenade
curHania mpu H,O,-uHAylMpoBaHHOM ariorTose S. cer-
evisiae. UnrubupoBanue cuHre3a NO IIpy MOMOIIU
L-NAME npuBeno K yMEHBIICHUIO S-HUTPO3WIM-
poBaHus (epmeHTa, yBeaudeHUio ypoBHs ADK u
BbDKMBAeMOCTH KJIeTOK. OKCHUI a30Ta, CHHTE3UPO-
BaHHbIM B MUTOXOHAPUSIX STUX APOXKKEN, yUaCTBYET B
repeaadye CUrHaja B IPYTUX CTPECCOBBIX YCIOBUSIX —
MpU TUIIOKCUU, BBI3bIBasl YBEJIWUYEHHUE YPOBHS DKC-
npeccuu reHa runokcun CYC7, KoTopoe COMPOBOXK-
JlacTcsl Bo3pacTaHueM HUTpoBaHUs Tyr B Oenke [9].
ABTOpBI OOHAPYKWJIM, YTO MHUTOXOHIPHUU IPOKKEI
nponyuupyoT NO IIpu KOHIIEHTPALU PaCTBOPEHHO-
ro kuciaopona Hrke 20 uM. Ipoiecc Karanm3upyeTcst
LIMTOXPOM-C-OKCHIA30i U sIBjsieTcss pH-3aBUCUMBIM.
IIpenrmomnaraioT cyliecTBOBaHUE MEXaHU3Ma TOJI0XKM-
TeJIbHOI 00paTHOM cBsI3U, Tpu KoTopoM NO, 00pa3o-
BaHHbBII B MUTOXOHAPUSIX, MHIYLIMPYET SKCIIPECCUIO
reHa COX5b, xogupyiolero 5h-cyobeqUuHUILY LIMTO-
XPOM-C-OKCHUIA3bI, YBEIMYNBAIOLIYIO IIPOAYKIINIO OK-
cuaa a3oTa B yCIOBUSX TUuItokcuu [40].

M3BecTHO, YTO B IIPOTUBOMNOJIOXHOCTE S-HUTPO-
3WJINPOBAaHUIO HUTpOBaHWe Tyr OCyIIeCcTBIIsIeTCS He
OKCHJIOM a30Ta, a IPOAYKTOM €T0 B3aUMOIECTBUSI C
CYIIEPOKCUIIOM (O;_) — nepokcuHutputoM (ONOO™)
[70]. IIpennomnaraior, 4To HUTpoBaHuEe Tyr U3MEHSIET
TaKMe CBOICTBAa aMUHOKWCIIOTHI KaK PEIOKC-TIOTEH-
muaia, oobeM, TuapodooHocTs 1 pK(a) peHombHOI
TPYMIIbI, 9YTO B CBOIO OYepedb, MOXET IPUBECTH K
[IyOOKMM M3MEHEHUSIM CTPYKTYPHBIX U (DYHKIIMO-
HaJIBHBIX CBOMCTB Oejyika [71], ompenensss ydacTue
NO B IIMPOKOM CHEKTPE CUTHAJIBbHBIX U PETYJISITOP-
HBIX TPOLIECCOB.

HMcrionb3oBaHWE OBYMEPHOTO Telb-3JeKTPOdo-
pesa c nocieaywimuM BectepH-010T-aHAaIU30M M03-
BOJIUJIO BBISIBUTb HUTPOBAHWE LIMTO30JbHBIX U MUTO-
XOHIpUAIbHBIX OenkoB S. cerevisiae [72]. Cpenu
8 OEJIKOB MUTOXOHAPUI, TIOABEPIIIMXCS HUTPOBa-
HUIO, 2 ObUIM MAEHTUMULIMPOBAHBI KaK aKOHWTa3a 1
n3oumTparaernaporeHasa. I[losmaee Kanr ¢ coasr. [73]
U3YYUJIU HUTPOIMPOTEOMHBIM TPOodUIb y 3TUX XKe
JIPOXCKEW U HallIM U3MEHEHUS] B COCTOSIHUSIX HUT-
poBaHus 14 0eKOB, y4acTBYIOIIMX B Mepeaaye CUr-
HaJla cmapuBaHusl — O.-(pakTopa. [TokazaHo, 4TO BO-
KpPyT HUTPOBaHHBIX OCTAaTKOB Tyr rpynmnupoBaIucCh
OCTaTKM TaKMX aMUHOKUCIOT Kak Asp, Glu u His.
INpenmnonarator, 4To ocTaTKM Tyr HUTPUPYIOTCS JieT-
ye, KOTJa OCTaTKU KUCJIbIX aMUHOKHUCIOT HaXOAsITCS
B HEIMOCPEACTBEHHOM OJM30CTH, a TakKXKe YTO KOH-
¢dopmaliMOHHbIE U3BMEHEHUSI TPU HUTPOBAHUU TIPU-
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Tab6auma 2. NOS rpu6oB, BbISIBJIEHHAsI U30TOIMTHBIM METOIOM

Cranuu pa3BUTHSI, YYBCTBUTEIbHBIE
®dakTophl, BIUSIIONINE
I'pu6 K COeTMHEHMSIM, BIUSIOIINM Cchlika
Ha akTUBHOCTb NO CUHTa3bI
Ha NO-cuHTazy
Saccharomyces cerevisiae Konuenrpauus H,O0, H,0,-uHayuMpoBaHHBbIi anonTo3 [10]
(aCKOMHUIIET)
Blastocladiella emersonii KoHueHTpalus KaJbLys O6pa3zoBaHue 300CIOP [13]
(XUTPUAUOMMUIIET)
Coniothurium minitans Bpewms pocrta PazBurre nukHuImit [21]
(MUTOCTIOPOBEIi TpHO)
Phycomyces blakesleeanus | Cunmnii cBet (ctumyiisitius NO | CBeTocTuMyupyeMoe oopa3zoBaHue Mak- | [19]
(3UTOMULIET) CUHTA3HOM aKTUBHOCTH in vivo | pocrnopanruodopoB (SNP 3ameHsieT cBert;
U in Vitro) L-NAME unrn6upyer)
Flammulina velutipes CBerT, NToHMXeHUe TeMnepaTtypbl | DopmupoBaHue mioaoBbix Tes1 (SNP ctu- | [20]
(6a3uAOMMUIIET) myaupyeT; L-NAME u aMmuHoryaHuauH
WHTUOUPYIOT)
Neurospora crassa CuHuii cBeT Bbecmostoe pa3Butue — cBeTocTUMyIupye- | [24], [35]
(acKoMHU1IET) Moe obpa3oBaHue KoHuanii (SNP uHru-
oupyet; L-NAME u HuTpoapruauH
CTUMYJIMPYIOT)

BOIST K TOMY, YTO OCTATKM HUTPOTUPO3UHA OKAa3bI-
BAIOTCS CIIPSITAHHBIMY BHYTPUY MOJIEKYJIBI OejIKa.

IIporeom. Jlaii ¢ coaBT. [74] ucmoib30BaI MpPo-
TEOMHBIH TTOAXO sl OLIEHKM MeXaHU3Ma JIeMCTBUS
sk3oreHHoro NO 1mpu npopactanuu ciiop P. expan-
sum. MeTtomamMu IOBYMEPHOTO 3JeKTpodopesza u
MaccC-CIIEKTPOMETPUM ObLIIO MOKa3aHO, YTO ITOCJIe
o0pabotku criop NO IIporucxXoauio yBeJIndeHIE aK-
TUBHOCTH TINIyTAMUHCHUHTETA3bl, aMUIOTUIPOIA3HEI,
HUTpUIIA3, TMOKCUTeHa3bl okcuaa azora 1 HSP 70,
a Takke yMEHBIIIEHEe aKTUBHOCTU TETPAaTPUKOICII-
TUIHOTO CTPYKTYpHOro mnosropa, Y/A®d-N-aueru-
JINTIOKO3aMUH Tupodochopmiassl, sHomassl, HSP 60
u K-romonornunoro PHK-cBsi3bIBaroliero foMeHa.

c¢GMP-3aBucumplii curHajbHblii myTh. NO crioco-
OCH M3MEHSTh (PU3UOJIOTMUECKUI OTBET KJIECTOK Ye-
pe3 ¢cGMP-3aBUCUMBIIA CUTHAJIBHBIA IIyTh 3a CYET
aKTMBAIIMM PAacTBOPUMON TyaHWJIATUMKIA3bl [75].
Peanuzanus maHHOTO Myt OOHApyXeHa MpU KOHM-
muoreHese C. minitans [21] u 6uoreHe3e 300CIIOP B
BOOHOI KynbType B. emersonii [13]. Ilpu nnddepeH-
uupoBke C. minitans TUHaMUKa U3MEHEHUST aKTUB-
Hoctu NOS OblIa cX0mHa ¢ TaKOBOIt It ypoBHSI G-
MP, nipuyem camast BeICOKasi aKTHBaIMsI HaOJ101a-
JIach Ha CTaguy NUKHUIWNAILHOM MHULMauuu [21].

I1pu ciopynsiiium B. emersonii Hapsioy ¢ Bo3pacTa-
HueM ypoBHsI NO HaOmomaeTcsi CTUMYJISIIUS o0pa-
3oBaHuss cGMP. [1pu 3TOM IIPOUCXOIUT aKTUBALIUS
TPAHCKPUMNLIMOHHOTO MpOoGuIs T€HOB, KOIUPYIO-
IUX TyaHwiaTuukiaalzy u cGMP-dochonuascrepasy
[13]. ¥V npoxkeit Schizosaccharomyces pombe 3ddekT
JIEeHACTBUS MOTEHIINAIbHBIX MTHTMOUTOPOB T'yaHUIAT-

ITPUKIIAAHAA BUOXUMUA U MUKPOBHUOJIOT'UA

nukita3el 1 NOS cBunerenscTByeT 0 NO-perynnpye-
MOM criopoo6pa3zoBaHuu 4yepe3 cGMP-3aBucuMBbIit
nyTh [76]. OueBunHoO, uto cGMP fAeiicTByeT B Kaue-
CTB€ BaXKHOTO BHYTPUKJIETOYHOTO BTOPUIHOIO MEC-
ceHmxepa B NO-onocpeagoBaHHOM IIpoliecce odpa-
30BaHUSI CIIOP Y CTOJIb PAa3HBIX IO TAKCOHOMUYECKOM
MPUHAIJICKHOCTH TPUOOB.

®DnaBoreMor100uHbI, HUTPo3oTHOHEHH (iNT), S-HUTpO-
3ormyraruonpenykTaza (GSNO-peaykrasza) u NO-pe-
aykrasa. [1py uHnykiuyu KoHuguoreHesa y A. nid-
ulans NO-meTabomm3upylomue (aaBoreMoriodu-
Hbl FhbA 1 FhbB y4acTByIOT B KOOpAMHUPOBAHHOM
PETYJISILIMU NePEKITI0YEHUST OT BEreTaTUBHOI'O pOCTa
K pa3sMHOXeHUIO [51]. DKcrpeccus MUTOIIa3MaTH -
yeckoro fhbA rena u rena HP niaD Bo3pacrtaina B Te-
yeHMe IepBbIX YacoB KoHuauoreHesa (mo 10 1) u 3a-
TeM CHIDKaJach, a yBeJIMUeHUE IKcIipeccun fhbB re-
Ha MUTOXOHApPUI Habmomagach B Oojiee MO3THUIMA
nepuo pa3BuTus (B uHTEpBaje oT 24 no 120 4). Bax-
HO, YTO PEryjslus 3KCIPECCUU IIEPBBIX 2 TE€HOB
ofpenensieTcs ra00aJbHbIM PETYISITOPOM a30THOTO
MeTtabonusMa AreA u crieuUUYHBIM PETYISITOPOM
auTpaTHOTO IyTH NirA. CUmMTaloT, 4TO y JaHHOTO
rpuda romeoctad NO nmocTuraercst 3a cyeT OajlaHca
ero CMHTe3a, ocylecTtpisieMoro HP, u pacnana B pe-
3yabTaTe OeHCTBUSA (PIaBOTeMOTJIOOMHOB. YCTaHOB-
JIEHO TaKXe, 4To MHAylubeabHblii FhbA 3amuinaer
HP u HuP ot noBpexneHuss BBICOKMMU KOHIIEHTpa-
oussmu NO [77].

D1aBoreMOrIo0MHBI  Pa3IMIHBIX BUIOB TPOXK-
xeii: S. cerevisiae (ScYhbl), C. albicans (CaYhbl) u
S. pombe (SPAC869.02c), comepxaT 3 KOHcepBa-
TUBHBIX (pparMeHTa — N-KOHIIEBOM TIeMOBBIN,
Ne 6
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DAJl-cesa3biBatomnit 1 C-koHueBoit HAJI(D)-
cBs3bIBaIOIIUM mgoMeHBl [78]. ¥V S. cerevisiae n
S. pombe (naBoreMoriooOMHbl KOAUPYIOTCS OTHUM
reHoM — ScYHBI1 u SPAC869.02c cOOTBETCTBEHHO, a
y C. albicans — tpems (CaYHBI1, CaYHB4u CaYHB)),
MpUYEM CXOMICTBO ITOCIICA0BATEILHOCTEM IJISI TIEPBOTO
M TpeX IocjiefHuX cocTaBigeT oT 31 no 25%. Ipenmno-
JIaraioT, 4yTo (hJIaBOreMOTJIOOMHBI CITOCOOHEI 3alIUTUTh
JIPOXKEBBIE KIIETKM KaK OT BHEIIHUX, TAK U BHYTPEH-
HUX UCTOYHUKOB NO M aKTUBHBIX (popM a3oTa (ADA).
O4yeBUAHO, YTO OOHAPYKEHHBIE Pa3IMUMs B COCTaBE
U GYHKIUOHUPOBAHUU COEIUHEHUI MOIYT OBITh
00YCIIOBJICHBI afalTallkei K pa3HbIM HAIIIAM O0UTa-
HUSI yKa3aHHBIX BUIOB JPOKKEA.

bananc cunTte3a n pacrama NO BaKeH TSI peryiisi-
UMY (PU3MOIOTUYECKUX (DYHKLIMIA, TaK KaK U30BITOK
NO MOXeT BbI3BaTh HUTPO3aTUBHBIN cTpecc Oarona-
pst BicOKOIT peakTuBHOCTH NO 11 ADA. V A. nidulans
B YCJIIOBUSIX HUTpo3aTUBHOTO cTtpecca NO-mHIyILIM-
pyeMblit 23-aMUHOKUCIOTHBIN MENTUI HUTPO3OTHO-
HeuH (iNT) crmocoben obe3BpexuBath NO mocpen-
ctBoM S-HuTpodmwiupoBanus Cys ocraTtkoB [79].
TuopenokcuH M ero peaykTasa IeHUTPO3UpPOBAIU
S-HUTPO3WJIMPOBAHHBII MEINTHUI, CHIDKAIM KJICTOU-
HBII S-HUTPO30THUOJ N 0OECITEUNBaIN TOJIEPAHTHOCTH
rpuba Kk NO, 4To yKa3bIBaeT Ha OMOCPEIOBAaHHOE TIeT-
THIaMU Kataautudeckoe yaaieHue NO.

GSNO paccMmaTpuBarOT KakK OIHY U3 (pU3MOJIOTU -
yeckux (opM XpaHEHMsI U TPAHCIIOPTa OKCUIA a30-
Ta B BeIcIIUX pacTeHUSIX [80]. OueBMmHO, TaKoM
crioco0® aenoHuUpoBaHus U netokcukauuu NO cy-
1ecTByeT U B rpubax. [Ipu coBMeCTHOM KyJbTUBU-
poBanuu I. obliquus n P. morii HabMmomaeTcss akKKyMy-
JISILYST OKCHUZIAa a30Ta, KOTOPBI HCITOJB3YeTCs IS
00paTUMOro S-HUTPO3UJIMPOBaHUS (heHUTaTaHUH-
aMMHMaK-Jmasbel, 4-KymapaT-KoA-m1rasel 1 CTUPUIT-
MMMPOH-CUHTAa3bl, (DEPMEHTOB, y4aCTBYIOIIUX B OMO-
cuHTe3e ctupuianupona [81]. [Tpu aTom B peryasiunu
Kak cnenm(UIHOCTHA, TaK U O0OPaTUMOCTU S-HUTPO-
3UJIMpoBaHus O0eska y 1. obliquus mpruHUMAaET yyacTue
GSNO-penyKraza U THOPEAOKCHUH-TTIOT00OHbIE OEJIKHU.

Vnanenue m30bITOUHO-TOKCMYHOro NO U3 Kiie-
TOK TPMOOB TAKXKE MOXET ocylecTBIsATh NO-penyk-
Taza — (epMeHT, KaTaJu3UpYyoIInii oOpa3oBaHUE
N,O u3 okcuna azora [82]. U3BecTHO, 4TO Y rpubdOB
JIJISI 3TOTO UCTIONb3yeTcs uToxpom P-450nor, KoTo-
pbiii mepemaeT anekTpoHbl oT HAJIH 06e3 yyactus
IEKTPOH-TpaHCIOPTHOM 1eri. [lpm HuUTpaTHOM
IUCCUMMIISILIUM Y MyTaHTa F. oxysporum, HECIIOCO0-
Horo cuHrte3npoBaTh NO-peaykrasy u (GaBoreMo-
[JIOOMH, OTMEYEHO HapylieHHe PabOThI AbIXaTelIb-
HOM cuCTeMbl U MHTUOUpOBaHue pocTa [83].

k ok ok

OCHOBHOI METOJ, NPUMEHSIEMBINA IJIs UACHTU-
duKau 1 NeCTBUS SHIOTEHHOTO OKCHUAA a30Ta B
KJIETKaX TPUOOB — MCIIOJIb30BaHMe (hIIyOpEeCIIeHTHBIX

MMPUKIIAAHAA BUOXUMUA U MUKPOBUOJIOTUA

OUITNTITIOBUY, BAUYPMHA

WHINKATOpPOB. B mmociaenHee BpeMs IJ1s1 OLICHKH y4a-
ctust NO B pa3iuyHbIX (PU3MOJOTMYECKUX MPOIeC-
cax 3TUX OPraHU3MOB ITOJIYYMUJIO IIMPOKOE IIPUMEHE-
HHe TOHOPOB 1 cKaBeHKepoB NO, a TakK:Ke MHTION -
TopoB NO-cUHTa3bl MJIEKOTIUTAIOIINX. JJOCTUTHYTHI
3HAYUTEJILHEIC YCIIEXU B UCCASIOBAaHUU POJIU OKCUIA
a30Ta B PETy/SILMM y TPUOOB amloITo3a, pa3InIHbIX
BUIIOB CTpecca, MeTabojau3Ma METajljloB, MULIECIU-
aJIbHOT'O pOCTa, IpopacTaHust cuop u audepeHIn-
poBkH. YpoBeHb NO CITOCOOCH OIIpeneiIsiTh OamaHC
MeXIy O€CHOJIbIM U TMOJIOBBIM LIMKJIAaMU 3TUX Opra-
HU3MOB, IIPUYEM B PEryJISIUU XKU3HEHHBIX LIUKJIOB
0co0oe 3HAaYeHME MOXET IpruoOpeTaTh y4acTUE OK-
CHJIa a30Ta B TPAaHCAYKIUU (pOTOCUTHAIA. DTO MOXKET
OBITh BaXXHO IIpU pa3padOTKe MOAXOA0B K yIpaBiie-
HUIO XNU3HEHHBIMU IIMKJIAMH IIPOMBIILIICHHO-3HA-
YUMBIX TpnO0B. PazHoob6pasmne NO-3aBUCUMBIX CUT-
HaJIbHBIX ITyTei, 3aAcMCTBOBAHHBIX B Pa3IMYHBIX
OMOJIOTMYECKUX IIpolieccax IprubOB, CBUACTEIIHLCTBY-
€T O CJIOXXHOCTM MEXaHM3MOB, peryaupyeMbix NO.
DTO paclIMpseT Hallli 3HAHUS O IIpobjIeMe peryisi-
M OKCHUIA a30Ta y 3yKapuoT. Cpeau HUX — yJdacTue
OKCHJla a30Ta B S-HUTPO3WIMPOBAHMM U HUTPOBA-
HUYM OCTaTKOB aMMHOKMCJIOT, MTHULIMMPOBAHUU Pa3-
peiBoB IHK, TpaHCKpUTIIIMOHHOI aKTUBAIINH OIIpe-
JIeaeHHBIX TeHOB 1 cuHTe3e cGMP. HecmoTpst Ha oT-
CYTCTBHE B TEHOME TUITMYHBIX ITOJTHOLIEHHBIX TCHOB,
komupytomux NOS MileKonuralolux, y psiaa rpruooB
METOJOM, OCHOBAaHHBIM Ha IpeBpalleHuu “H- mim
4C-L-aprununa B *H- wm “C-L-uuTpy/UIvH, BBISIB-
JeH maHHbIA ¢epMeHT. [IpencTaBisgeTcss BaXXHBIM
JaybHelIee moapooHoe u3ydeHre (pepMeHTOB, OIpe-
ngersnonmx cuHTe3 NO, y 9TUX OpraHu3MOB, a TaKXKe
NO-MeTabonuzupyomux giaBoreMorioouHoB 1 NO-
penyKTashbl.

PaGora BbIMoONTHEHa B paMKax roc3amaHust 0104-
2019-0024 mist ®UI1I 6uorexnosoruu PAH.
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Nitric Oxide in Fungal Metabolism
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The review summarizes the latest data on the identification and synthesis of nitric oxide in fungi, as well as
the mechanisms of NO action in these organisms, including S-nitrosylation and nitration of amino acid res-
idues, initiation of DNA breaks, transcriptional gene activation, and the cGMP-dependent signaling path-
way. Particular attention is paid to the NO-dependent regulation of such processes as apoptosis and various
stress responses, spore germination, mycelium growth, and fungal differentiation.
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