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NO nipencrasisieT co60ii ra3000pa3HyI0 CUTHAJIBHYIO PEIOKC-MOJIeKYITy, (GDYHKIITMOHUPYIOIIYIO B KJIETKax
aykapuoT. OIHAaKO HEKOTOpPhIe acIleKThl CUHTe3a, 00opoTa U 3ddekToB NO crieunhUIHbI 1JIS1 pAaCTCHUIA.
B otiimuue ot Beiciiux pacteHuii poiab NO y Chlorophyta nzydeHa eiiie HegoctaTroyHo. TeM He MeHee, He-
KOTOpbIE MEXaHU3Mbl KOHTPOJISI YPOBHSI 3TOM CUTHAJIBLHOM MOJIEKYJIBI OXapaKTepU30BaHbI HA MOIETbHBIX
MpeNCcTaBUTENSIX 3eJIeHbIX Bogopoceit. Tak, B kiierkax Chlamydomonas reinhardtii cunte3 NO ocyl1iiecTB-
JISIETCSI C TIOMOIIBIO IBOMHOM CHUCTEMbI, BKIIIOUawoleil HUTpaTpenykrazy 1 NO-chopMUPYIOIIYI0 HUTPU-
TpenykTasy. JIpyrue MeXxaHu3Mbl, C TTOMOIIBIO KOTOpbIX NO o6pa3yeTcsl U3 HUTPUTA, CBA3aHBI ¢ KOMIIO-
HEHTaMM 3JIeKTPOH-TPAHCIIOPTHOMH lienu MutoxoHapuii. Kpome Toro, oopazoBanue NO y HEKOTOPBIX 3e-
JIEHBIX BOAOPOCJEH TPOUCXOAUT IO OKUCIUTEIbHOMY MEXaHU3MY, CXOJHOMY C MEXaHU3MOM Y
miekonuTawinux. HemaBHee BoIsiBlIeHUE L-apruHuH3aBUcUMOro cuHTe3a NO y 6ecliBeTHOII BOIOPOCIU
Polytomells parva npennonaraeT cyliecTBOBaHUE KOMILJIeKca OETKOB ¢ (DEPMEHTATUBHON aKTMBHOCTHIO,
CXOITHO# MO NEeNCTBUIO C CHHTA30l OKCHMIA a30Ta Y >KMBOTHBIX. DTO OTKPBITHE MTPOKJIAIBIBAET ITYTh K JajTh-
HelileMy U3y4eHUIO TTIOTeHIMAIbHBIX UulieHOB cemeiictBa NO-cuHTtas y Chlorophyta. Heorhemiiemoii ua-
cThio pyHKIImoHupoBaHusi NO B KJIeTKax SIBJISIETCS HE TOJIBKO €r0 CUHTE3, HO U PETYJISITOPHBIE IMTPOIIECCHI,
y4acTByIOIIME B MOIAEPKaHUM BHYTPUKIIeTOUHOTO ypoBHSI NO. UsieHbl cemMeiicTBa yCceueHHBIX TeMOTIO0-
OMHOB C IMOKCUI€HA3HOI aKTMBHOCTbBIO MOryT IIpeBpaiiath NO B HuTpat, Kak y C. reinhardtii. OniucatHo
takxke yyactue NO-penykra3 B HelTpanu3auuu NO. Eile 60ee MHTPUTYIONINM SIBJISIETCS TOT (DaKT, 4YTO
3eJIeHble BOIOPOCIU, B OTJIMYNE OT KUBOTHBIX, MMO-BUIMMOMY, HE MCMOJb3YIOT TUMTMYHBI CUTHAIBHBII
monysib NO-cGMP. S-HUTpO3UpOBaHHBI ITTyTaTUOH, KOTOPBI CYUTAETCSI OCHOBHBIM pe3epByapoM NO B
KJIeTKax, nepenaeT curHajabl NO Oenkam. S-HuTposupoBaHue 0eakoB Chlorophyta cuuraercss omHUM U3
KJTIOUEBbIX MEXaHU3MOB JIEMCTBUSI PEIOKC-MOJIEKYJIbl. B ripencraBieHHO paboTe 00CyXIaeTcsi COBpeMeH-
HOE COCTOSTHME U TIePCIIeKTUBHBIC HATIPpABJICHUS NCCIENOBaHMI, CBSI3aHHBIX ¢ 6rosiorueil NO y 3eJeHbIX

BOJIOPOCIIEN.
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BBEAJEHUWE

Oxcup azora(ll) (NO) npuHanIeXuT K KaTero-
pUU PEIOKC-aKTUBHBIX MOJIEKYJ, KOTOPbIe KOOPAU-
HUPYIOT MHOTUE (pU3MOTOTMYECKUEe U OMOXUMUYe-
CKHe€ IIPOLECCHl B OpraHM3Max pa3HOTO YPOBHS opra-
Huzamuu [1-3]. C xonma 1990-x romoB, mnocie
BbIsiBJIeHUS posii NO B BOCTIAIUTENbHBIX PEAKLIUSIX U B
mpoleccax HEMPOTPAHCMUCCUM Y MJICKOIIUTAIOIINX
[4—6], HayatOCh BCECTOPOHHEE M3yYeHUE ITOrO ra3o-
00pa3HOro CBOOOMHOIO pamuKana y pacreHuii [7, 8].
Ha mpumepe pasnuyHBIX IIpencTaBUTENICi BBICIINX
pacTeHM ycTaHOBJIEHO, YTO N O BOBJICUEH B PEryIs-
LIMIO TaKUX TMPOLIECCOB POCTA U Pa3BUTUSI, KaK MPO-
pacTaHue CeMsH, LIBETCHUE M CO3peBaHUE ILIOIOB,
pa3BUTHUE KOpHEi, a TakKXKe B aganTaluio K HeOJjaro-
MIPUSITHBIM YCJIOBUSIM OKpYKarolleit cpeanl [9—16].
Kpome Ttoro, NO urpaet BaXXHYIO poJib B CUMOHO3¢
000OBBIX pacTeHUI ¢ pU300USIMU, TEHCTBYS KaK MeTa-

OoMYecKnii MHTepMeanaT B Inkie GuTormtoonH—NO
npu runokcuu [17]. AHanu3 BOCCTaHOBUTENBHBIX U
OKUCJIUTEJIbHBIX, (pepMEHTATUBHBIX U HeepMeHTa-
TUBHBIX ITyTel 3HAOreHHOTo cuHTe3a NO IT03BOINI
YCTAHOBUTD, UTO KOHTPOJIb C MOMOIIBIO 3TOI MYJIb-
TU(PYHKIIMOHAIbBHON CUTHAJIbHON MOJIEKYJIbl JOCTU-
raeTcsi B OCHOBHOM 3a CYET MOCTTPAHCJSILIMOHHBIX
Mmonudukaimii 6enkon (ITTM) [8, 18—21].

OnHako OOJIBIIIMHCTBO MCCIENOBaHUI B 00acTH
¢ynkimit NO 1 MexaHU3MOB KOHTPOJISI €T0 BHYTpH-
KJIeTOYHBIX YpoBHeit (6nonorun NO) y ¢poTocuHTE-
3MPYIOIIMX OPraHU3MOB MTPOBEIEHO Ha BBICIIMX pac-
teHusx. Ilo cpaBHeHuto ¢ Embryophyta dyHkumm
NO y Bogopocieit u3ydyeHbl HEAOCTaTOYHO. DTO CO-
3MaeT 3aMETHBIN Mpo0e B TOHUMAaHUM MEXaHU3MOB
00pa3oBaHUsl 3TOM CUTHAJBbHON MOJIEKYJIbl U MYTSIX
€e MCMOoJIb30BaHUS y pacTeHUi B 11eJIOM, OCOOEHHO
YUUTBIBAsi BaXKHYIO POJIb BOJIOPOCJEN B MOPCKUX,
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Puc. 1. OxkucnutensHbiil MexaHu3M (popmupoBanust NO (a) u ctpykrypa NOS y MIIEKONTUTAIONINX 1 3€JIEHBIX BOOOPOCIeii (6).

MPECHOBOMAHBIX M HA3eMHBIX 3KocucTeMax. [loiy-
YeHHBIE 32 TIOC/IeIHee NeCATUICTUE pe3yJIbTaThl MO-
Ka3bIBAlOT, UTO 3€JICHbIE BOAOPOCIU, HAPSIIY C BbIC-
IIMMU PACTEHUSIMHU, TIPEICTABIISIIOT COOO0M MepCIieK-
TUBHYIO SKCIIEPUMEHTAJILHYIO MOJIENb IS U3YYEHUS
oo NO-3aBUCUMBIX PETYIISITOPHBIX ceTeil. B
npemiaraeMoM o0030pe O0OCYXIAIoTCST TIOCJICTHUE
JaHHBIC O MEXaHNU3MaX KOHTPOJIsA BHYTPUKIJICTOYHbBIX
ypoBHeit NO, ero pojii U CUTHAJbHBIX (YHKIUSIX Y
Chlorophyta.

MEXAHW3MbI CUHTE3A NO
Y CHLOROPHYTA

MexaHu3MBbl, peryiaupytoiiue ypoBHU NO y do-
TOCUHTE3UPYIOLINX OPTaHU3MOB, MPEACTABISIOT O -
HY 13 Hambojee TUCKYCCUMOHHBIX TeM B OMOJOTUM
9TOM CUTHAJIbHON PEeIOKC-MOJIEKYJIbI. 3eJIeHbIE BO-
JIOPOCIIN CITOCOOHBI cMHTe3upoBaTh NO ¢ UCIIOB30-
BaHMEM OKMCJIMTEJILHOIO MJIM BOCCTAHOBUTEIBHOTO
myTeit [22—26].

OxkucauTeabHbIN IyTh popMupoBaHust NO ocHO-
BaH Ha 00pa30BaHUM OKCHIA a30Ta U L-UUTPY/UIMHA
U3 L-aprMHUHA TOCPEACTBOM IBYXSTAITHOTO OKMC-
JieHus B mpucytctBUuu O, U BOCCTAaHOBJIEHHOM (POPMBI
NADPH ¢ nomomisio NO-cunra3 ([EC 1.14.13.39];
NOS; puc. la). BunepBble Takoit MeXaHN3M OBLT BBISIB-
JIEH Y MJIEKOIIMTAIOIIMX, KOTOPbIE UCHONb3YIOT TpHU
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n3odopmbl NOS [27]. NOS MileKOTTUTAIOIINX — 3TO
JIBYXIOMEHHBIE OEJIKU, KOTOphIe COCTOSIT U3 N-KOH-
neBoro okcureHazHoro gomeHa (NOSoxy) u C-kKoH-
eBoro peaykrazHoro nomeHa (NOSred) (puc. 16).
HomeH NOSoxy cBsi3bIBaeT apruHuH, IIpoTOoHophu-
puH IX (rem) u Terparugpoouontepur (BH4). Bro-
poii nomeH, NOSred, cBsa3eiBacT NADPH, FMN n
FAD [28, 29]. O6a noMeHa coenMHEHbI KaJIbMOIY-
JIMHCBSI3BIBAIOIIE mociienoBaTeabHOCThi0 (CaM).
JIBa KOHCEpBAaTMBHBIX OCTaTKa IIMCTEMHA JOMEHa
NOSoxy B kaxaoM MoHoMepe (GOopMUPYIOT cCailT
CBsI3bIBaHMS 1IMHKA, KOTOPBI obJjieryaetr nuMepu-
s3anumo NOS.

ITepsbiMu 13 NOS pacteHuit ObLIM OXapaKTepu-
30BaHbl NOS 3ejIeHbIX OMHOKJIECTOYHBIX ITMKOBOJIO-
pocieit, mpuHamiexanux K kiaccy Mamiellophyce-
ae: Ostreococcus tauri (OtNOS), O. lucimarinus n
Bathycoccus prasinos [22, 30, 31]. UaTepecHo, uto Ot-
NOS o6magaeT cHocOOHOCTBIO K Ype3BBIYANHO
opicTpoMy cuHTe3y NO, uTo HexapakTepHO s
NO-cuHTa3 XKMBOTHBIX WK OakTepuii [32].

C ucnoap30BaHMEM MIMPOKOMACINTAOHOrO aHa-
Jii3a T€HOMOB U TpaHCKpuNToMoB romosioru NOS
OBLIM BEISIBJICHEI Y HEKOTOPBIX Bogopocieit [33, 34].
I1pu 3ToM ToNBKO v 11 mpencraBuresneit Chlorophyta
STU TOMOJIOTU coAgpxXKaau oba JoOMeHa, TUIIMYHBIX
st NOS MJIEKOIIMTAIONINX, KOTOPhIE ObLUIM COEIM-
HEHBI MEXIy co00if ydacTKoM, MaeHTHYHbIM CaM-
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cBs3bIBaroleii mociemosaterbHOocT OtNOS [33].
Craenyer nogyepkHyTh, 4To OtNOS coxpansier 70%
akTUBHOCTU B oTcyTcTBue CaM [22]. Umewiuecs
JIaHHBIE TTO3BOJIIIOT Tpeamnonaarath, uro NOS Chlo-
rophyta ckopee Bcero He B3auMonaeicTByloT ¢ CaM.
Kpome toro, B omimnume or NOS MIIeKOIIUTAIOIINX
GEJIKM 3TOr0 CeMeMCTBa y BOIOPOCIECH yTpaTUIN
KOHCEepBaTUBHbIE aMUHOKUCIOTHBIE OCTaTKU N-KOH-
LIEBOT'O KPIOKA, HO COAEPKAT ATUITNYHBINA ZNn-CBS3bIBa-
foruit pernoH [34] (puc. 16). Eime ogHa oT/IMInTe b-
Hast 0COOEHHOCTb CTPYKTYpHOIi opranuzanmu NOS 3e-
JICHBIX BOIOPOCJIEi COCTOUT B TOM, YTO OHM CBSI3bIBAIOT
a"Hasjor H4B, mpennonoxurespbHO TeTparuapodonaar
(H4F), xotopslii, Haripumep y OtNOS, neiicTByeT Kak
JIIOHOP B2JIeKTpoHOB [22, 35]. [ToHATH, SBASIOTCS U
oTn 6enku ucTMHHBIMUA NOS, MO3BOJIUT aHAIM3 UX
OMOXUMUYECKUX CBOIMCTB.

ITIpumeuarenpHo, yTo KpoMe NOS “apxeTunuye-
CKOTo”, Wi “CTaHAapTHOrO” THUIMA, XapaKTepPHOTO
IUTST MJIEKOMUTAIONIMX, OOHAPYXXEeHbl U CTPYKTYPHO
OTJIMYHBIE OT HUX Oenku [33, 36]. ITocKoybKY B psiae
cllydyaeB MHTMOUTOPHBIN aHanu3 BbIsIBUI NOS-mo-
NOOHbIE aKTUBHOCTU Yy HE COJEpXKallluX KaHOHUYE-
ckux NOS npencraButeneil, NpeanojoXuan, 4To B
dopmupoBanur NO U3 apruHUHA MOTYT Y4acTBOBaTh
MYJIbTUMEPHbIE KOMILIEKCHI, COCTOSIIIME U3 OTIEb-
HbIX KoMIToHeHTOB — NOSoxy 1 NOSred [21, 23].

BMecTe ¢ TeM TOT (bakT, UTO JMIIb HEMHOTHE
npenctasutenau Chlorophyta comepkaT opToJoru
NOS, nomHMMaeT BOIIPOC O 3HAYECHUU ITOro ep-
MEHTa LIS BojpopocJeii B HejoM. Kpome Toro, y 3ejie-
HBIX BOIOPOCJIE He BBISIBJIEHA BO3MOXHOCTh (hop-
mupoBaHust NO uyepe3 OKUCIUTEIbHBIN MyTh C UC-
MOJIb30BAHUEM TIOJIMAMUHOB, KaK Y HEKOTOPBIX
BBICIIMX pacTeHuii [37].

AHaM3 UMEIOIIMXCSI JaHHBIX yKa3bIlBaeT Ha TO,
yTo y 6oabinHcTBa Chlorophyta B mpoliecce 3BOJI0-
LIMM HE COXPAHUJICS OKMCIUTENIbHbIN NMyTh GOpMU-
poBaHusi NO. BmecTe ¢ TeM OOJIBLIIMHCTBO 3€JICHBIX
BOIOpOCTEl CrocoOHO 3¢h(HEKTUBHO aCCUMUIUPO-
BaTb M BOCCTaHaBJIMBaTb HUTpPAT, KOTOPBIN Hajiee
BOCCTaHaBJIUBAETCS B HUTPUT. BoccTaHOBUTEIbHBIM
myTb popMupoBaHusi NO ocHOBaH Ha ero oopasoBa-
HUU U3 HUTpUTA.

BoccraHoBiieHue HUTpaTa B HUTPUT OCYILIECTBIJIS -
eT depMeHT HUTpatpeaykrasa (NR). DepmeHThI pac-
TeHUI JIOKAJM30BaHbI B LIUTO30JI€, COCTOSIT U3 IBYX
CyObEeIMHUII, Kaxaasi U3 KOTOPBIX COJIEPXUT TPU
npocrtetudeckue rpynibi: FAD, rem bss; 1 Mmonuoae-
HOBBI KoakTop (Moco), KOTOpPHBIi TpencTaBisieT
Cc000i1 MOTMOIONITEPUHOBBIIA KOMILIEKC C MOJIMOIe-
HoMm [38]. domeHBl (epMeHTa SBISIOTCSI OKWCIIH-
TEeJIbHO-BOCCTAHOBUTEIbHBIMU LIEHTPAMU, B KOTO-
pbix 351ekTpoHbl 0T NADPH nocnegoBatenibHO nepe-
Hocsitest Ha FAD, rem m Moco [25]. ITpuMmedaTennsHO,
4yTo (pepMEHT obyiagaeT IByMsI aKTUBHOCTSIMM: AUa-
¢dopasHoit u TepMUHaAILHONU. B nnadopasHoii, win
JNIETUIPOTeHAa3HOW AKTUBHOCTU 3JIEKTPOHBI, MOCTY-
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naromre or NADPH, mcrmons3yioTes miasg BoccrTa-
HOBJICHUSI aKLIEMITOPOB 3JIEKTPOHOB, TaKMUX Kak, Ha-
npuMep, peppoLMaHuI WK LIMTOXPOM ¢. TepMUHAaIb-
Hasg akTUBHOCTb NR ormpenesseT BOCCTaHOBIICHUE
HUTpAaTa C MIOMOIIbIO 2JIEKTPOHOB, TIOJTYYEHHBIX OT Ta-
KUX JOHOPOB, Kak FM N, MeTWJIBUOJIOTEH WU OpOM-
(GEHOJIOBBIN CUHAIA.

DKCIIepUMEHTaJIbHbIE JTaHHbIC, MOJy4eHHbIC Ha
BBICIINX PACTEHUSIX, II03BOJIWIIN IIPEAIOI0KHUTH, YTO
Mo-conepxamiasg NR — ocHOBHOIT (pepMEHT, OTBET-
CTBEeHHBII 3a reHepupoBaHue NO 13 HUTpUTA y pac-
tenuit [8, 39, 40]. BmecTe ¢ TeM, B CTaHIapTHBIX
YCIOBUSIX aKTUBHOCTh, OOecreuMBalolasi BOCCTa-
HOBJIEHHE HUTPUTA, COCTaBJISIET OKOJIO 1% OT o61ueit
aktmBHocT NR [41]. TlocimemHee oOCTOSTEIILCTBO
npearnojaracT MUHUMAJbHBIM BKJaa ¢epMeHTa B
cuHTe3 NO. He uckitoueHo, uTo npyrue Moco-3aBu-
cuMble (bepMEeHTHI MOTYT OTBeYaTh 3a (POpMUPOBA-
Hue NO y pactenuii [42].

B Hactosiiiee BpeMsi HUTpUT3aBUCUMOE (POpMU-
poBaHue NO 3KCnepMMEHTAILHO 10Ka3aHO TOJbKO Y
HECKOJIBKUX BUIOB 3eJIEHBIX Bogopocieii [25, 43—46].
HaubGonee mnoapoOHO MoJieKy/IsipHble MeXaHU3Mbl
reHepUpPOBaHUST PEIOKC-MOJIEKYJIbl U3YYEHbI ¥ MO-
nenbHOM Bomopocnu Chlamydomonas reinhardtii.
AHanu3 HUTPUT3AaBUCUMOIO TE€HEPUPOBAHUS CUT-
HaJIbHOM MOJIEKYJIbI Y 3TOU 3€JI€HOM BOAOPOCIIY MO3-
BOJIMJI ITIepecMoTpeTh poib NR B aToM nponecce. Tak
MoKa3aHo, YTo Npu obpaszoBaHurn NO 13 HUTpUTA
NR B3auMoneicTByeT ¢ eme omfHUM Mo-comepxka-
mumM 6enkoM — NOFNiR (NO-dopMupylomeit HUT-
putpenykras3oii) [44] (puc. 2). NOFNIiR cuaTE31pYy-
eT NO Hes3aBucumo ot Mo-1ieHTpa NR, Ho ncrons3yer
BJIEKTPOHBI, TTOCTaBJIsIeMble 3a cyeT Auacopa3sHoOM ak-
TuBHOCTH NR. Iloka HesscHO, MCITOIB3yETCS JIN T10-
nob6Has nBoitHas cuctemMa NR-NOFNiR u npyrumm
3eJIeHbIMU BOJIOPOCIISIMU, U BBICILIMMU PACTEHUSIMU.

WN3yuenue amanrauuu C. reinhardtii K TUTIOKCUU
I10Ka3aji0, YTO HUTPUT3ABUCUMOE (HOpMUpPOBaHNE
NO mpoucxoauT B OTCYTCTBHE (PYHKIIMOHAJIHLHOMN
NR [47], a 3HAYUT, OCYIIECTBIISIETCSI C UCIIOJIb30Ba-
HUEM JIpyroro, HezaBucuMoro ot NR, mexanusma. ¥
BBICIINX PACTEHUIA KOMIIOHEHTBI 3JIEKTPOH-TPaHC-
MopTHOU 1ienmu MUTOXOHApU (MTOTILL) BOBIEYEHBI
B cuHTe3 NO [48, 49]. Ponb MTOTLL B hopmMupoBa-
ann NO msyueHa y Chlorella sorokiniana n C. rein-
hardtii [43, 50] (puc. 2). OgHaKO MeXaHU3MBbI HUT-
put3aBucuMoro cuHreza NO TpeOyioT manbHeiInero
W3YYEHUS C TIPUBJICYCHNEM OOJIBIIIETO YKCIa OOBEKTOB.

MEXAHUWU3Mbl ®EPMEHTATUBHOI'O
ITPEBPAIIEHMA NO ¥V CHLOROPHYTA

YToOBI MCKIIOUMTH MOBpeXaalollee AeicTBUE
NO, opranu3mMbl JOJDKHBI KOHTPOJMPOBATH €ro
BHYTpUKJIeTOUHble YpoBHU. Tak, C. reinhardtii co-
IepXuT ycedeHHbIr remornoouH 1 (THBI1), koTto-
poIii oonamaeT NO-auoKcureHa3HoOM aKTUBHOCTBIO U
Ne 6
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MoxeT B3auMonelicteoBath ¢ NR [51]. THBI1 mpu-
HuMaeT 37eKTpoHbI oT NR u ipeBpaiaetr NO B HUT-
paT B MPUCYTCTBUU Kucjaopoaa (puc. 2), T.e. pyHK-
LIMOHUPYET KaK aJIbTepHATUBHBIN aKLEINTOp 3JIeK-
TpoHOB. MHTEpECHO, YTO 3TOT MEXaHMU3M OITMCaH y
nByx Bomopocieit Chattonella subsalsa v Heterosigma
akashiwo (Raphidophyceae), y KOTOpBIX XMMEpHBIE
reHsl KogupyioT Kak THB, Tak 1 NR [52]. Eme onna
yceueHHbI reMorioouH C. reinhardtii, THB2, Takke
obonamaromit NO-IMOKCUTEHAa3HOM aKTUBHOCTEHIO,
HeoOxonuM (mononHurtebHO K THB1) mist konTpo-
JISI ypOBHEI BHYTpUKIIeTO4YHOro NO B yCIOBUSIX Ae-
dunura docdopa [53, 54]. Ilpeamnonaraercsi, 4To
yCeUeHHbIC TeMOINIOOMHBI BOBJICYCHEI B MOILYJISIIINIO
ypoBHeit NO M 3a CYET 3TOTO MOT'YT KOHTPOJUPOBATh
NO-3aBucumbie curHajibHble yTH [45, 51, 53, 54].

Kpome Toro, NO, Kak 1oka3zaHO He1aBHO, MOXET
clykuTh cyoctparom st NO-penykras C. reinhard-
tii, KOTOpble KaTaJIU3UPYIOT OOpa3oBaHUE OKCHUIA
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azota(l) (N,O) B MUTOXOHIApUSIX U XJIOpOILUIacTax
[55—57]. Ha cBeTy miponiecc ¢popMHUpOBaHUS KaTajlu-
supyercst FLV-0enkamu, a B TeMHOTE IIMTOXPOMOM
P450 — CYP55 [57]. IIpumeuatenbHo, uto CYPSS5
CHHTE3UpyeTcs M GYHKIIMOHUPYET B OCHOBHOM TIPH
HHM3KOM colepkaHuu Kuciiopona B cpene [58]. TTo-
cKoJIbKy pasimuyHble Chlorophyta Mcrnonbs3yior o6a
MmexaHusMa cuHTe3a N,O [57], 3TOT MyTh KOHTPOJIS
ypoBHeit NO y 3elIeHbIX BOIOPOCIIEd MOXET OBITh
Hanbo0Jiee KOHCEPBAaTUBHBIM.

YpoBHu NO B KJIeTKaxX MOTYT PEeryJIMpOBaThCs
Tak:Ke ImyTeM okuciieHus mpon3BogHEIX NO (RNS) ¢
AHTUOKCHIAHTOM — TPUIIENTUIOM TIIYyTATUOHOM
(GSH, Glu-Cys-Glu), 4ro npuBoguT K obpa3oBa-
HU1o S-Hutpo3ontyratuoHa (GSNQO), KoTophlii pac-
CMaTpUBaeTCS B Ka4eCTBE OCHOBHOI'O BHYTPMKIIE-
touHoro pesepByapa NO [59]. ITockonbky GSNO
JIEMCTBYET KaK cBoeoOpa3Hkblii 0ydep NO, ero ypoBHI
BaXkHbI 11 obecrieueHuss romeoctaza NO. B cBs3u ¢
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oM S-HHUTpo3onryratnoHpenykraza (GSNOR), ko-
TOpasi KaTaJlu3upyeT HeoOpaTuMoe MpeBpalleHue
GSNO B OKUCJIEHHBI INIyTaTUOH, BOBJIeYeHa 10 Cy-
TH B ITIO[IepXXaHWe OajlaHca aKTUBHBIX (pOpM a30Ta U,
B KOHEYHOM CYETE, B KOHTPOJIb PEIOKC-COCTOSHUS
mToriasMel [60]. MHTepecHO, 4TO B SIIEPHOM TeHO-
Me C. reinhardtii BBISIBICHBI IBa TeHA, KOTUPYIOIINX
n3opopmbl GSNOR. OxapakrepuzoBaH (epMEHT
CrGSNORI1 u ycraHOBJIeHa €ro orpaHUYeHHast YyB-
CTBUTEJIBHOCTH K PEIOKC-3aBUCHUMBIM IMOCTTPAHCIISI-
LIMOHHBIM MoaudukanusaMm [61]. Ilpenmosaraercs,
YTO YPOBHU HUTPO30THUOJIOB B KJIETKaX BOOOPOCIH
KOHTPOJIMPYIOTCS ApYruMHU (hepMEHTAMU WA PEry-
JIMPYIOTCS B OCHOBHOM Ha ypoBHe cuHTe3a NO. ITo-
JIOOHOE OT/IMYME OT BBICIIMX PACTCHUII MOXET OBITh
CBSI3aHO C Pa3HBIMM IOTPEOHOCTSIMU B PEryJISIIIUN
metabonu3Ma NO y Chlorophyta u Streptophyta.

MEXAHUW3MbI IEMCTBUS
NO Y CHLOROPHYTA

YV wmuexomnurawinux omnucad NO-3aBUCUMBIN
CUTHAaJIbHbIN ITyTh, B KOTOPOM IIPOAYLIUPYEMBbIil CUH-
tazoii NO aKTMBUPYET pacTBOPUMBbIC I'yaHIIATLIAK-
nasel (pI'll), koTopble KaTaJIM3UPYIOT CUHTE3 BTO-
puyHoro mnocpeaHuka cGMP u3 ryaHo3uH-5'-Tpu-
docdarta. Ilepenaya curHanaa oCyIIeCTBISIETCS Yepe3
nocnenyloiee aeictsue cGMP Ha 6enkum-3ddekTo-
pHI [62].

V natu BunoB 3eneHbix Bopopocieii (Chlorophy-
ta, mopsimok Chlamydomonadales) BeisiBiieHb! 11 6e-
KoB, romoiornuHbiX pI'Ll [24]. OnHako Bo Bcex Oen-
Kax 3eJIEHbIX BOJOpOCJiedl OTCYTCTBOBAJIMU OCTaTKU
nuctenHa (Cys78 u Cys214), HeobxoauMbie IS BOC-
npusitust pI'Ll monekynsr NO. IlocnenHee o6cTosi-
TeJIbCTBO YKa3bIBaeT Ha TO, UYTO HU OJWH U3 ITUX OeJ-
KOB He MOXeT oTBedaTh Ha AeiictBue NO, mogo6HO
pI'll xuBoTHBIX. KpoMe Toro, mpoaHaau3upoOBaH-
uoie pI' C. reinhardtii, CYG12, CYG56 u CYG11, He
nemoHcTpupoBanu 3aBucumocTtu ot NO [63]. boree
toro, CYG 11 oxapakTepn3oBaH KaK ITOTEHIMAJIbLHBII
CO-ceHcop [64]. Umerommecs naHHBIE TTO3BOJISTIOT
caejiaTh BBIBOJ O TOM, UTO pacTEHUsI HE UCHOJIb3YIOT
knaccudeckuit Mmoayiab NO/cGMP [65]. [To-Bunu-
MOMY, B TIpOLIECCE PBOJIOLIMU Y XKUBOTHBIX U pacTe-
HUI TIpou30olLJIa AWBEPIeHIUSI KOHTPOJIUPYEMbBIX
NO curHajabHBIX TTyTeH.

CuuTaeTcs, 4TO y BBICHIMX PAaCTeHUIl OCHOBHOI
NO-3aBUCUMBIA CUTHAJIBLHBIM MEXaHM3M CBSI3aH C
MOCTTPAHCASIIIMOHHBIM S-HUTPO3UpOBaHUEM Oeil-
KOB [24]. ITpu MonuduUKaIMsIX 3TOro TUIIA MOJIEKYJa
NO pearupyer ¢ THOJIOBOI TpyNMIOM LIMCTEHMHA B
MPUCYTCTBUM aKIlIENTOpa 3JeKTPOHOB U 00pa3yeTcs
KoBajieHTHas cBsI3b S-NO—S-Hutposotuon [66].

Cpenu 3eJIeHBIX BOTOpOocCeit S-HUTpO3UpOBaHUE
aHaJIM3UPOBAJIM MIaBHBIM obpa3zom y C. reinhardtii.
VY 3T0if MOHENbHOI BOJOPOCIN BBISIBACHO OKOJIO
500 S-HUTPO3MPOBAHHEIX OEIKOB, (PYHKINU KOTO-
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pBIX CBSI3aHBI C METAaOOJIMYECKMMHU IIpOIeCcCaMM,
CHUHTEe30M, (DOJAMHIOM U Aerpanalueii 0ejlKoB, pe-
IUTMKAUE, TPAaHCKPpUILIMEH W IpyTUMU (DYHKITHASI-
Mmu ki1eTku [67]. KpoMe Toro, oxapakrepu3oBaHO He-
CKOJIbKO OenkoB C. reinhardtii, mogBepraroumxcs 3Tom
IITM [68, 69]. Okcunm azota o6pasyercs B KieTKax C.
reinhardtii npn accumuagun HuTpara [70, 71], rono-
JIaHUU TI0 MakpoajgeMmeHTaMm [45, 53, 54, 72, 73], B
YCJIOBUSIX TUIIOKCUU [47] 1 BaxkeH IJIsI CHHTE3a IIpO-
JIMHA U TyTpecumnHa [74], omHakKo S-HUTPO3WpPOBa-
HUEe 0€JIKOB 0XapaKTepHU30BaHO TOJIBKO IIPU COJIEBOM
ctpecce [75]. CnocoOHOCTBIO K S-HUTPO3UPOBAHUIO
obnamaer Takke OmmskoponctBeHHas C. reinhardtii
HedoTOoCUHTE3Upylollasi Bogopocib P parva [23].
Takum o6pa3oM, 4TOObI SKCIIEPUMEHTAIbHO IIOMI-
TBEPAUTH MPEANOI0XKESHUE O KJIIIOUEBOM POJIM S-HUT -
po3upoBaHus B neiictBuu NO Ha 3eJieHble BOJOPOC-
JIM, HeOOXOOUM aHaJIN3 3TOM MoaudUKaun OSIKOB
y npyrux npeacrasutencit Chlorophyta m B pa3sHbIX
YCJIOBUSIX.

SAKJIIOYEHHME U INNEPCITEKTUBbLI

HccnemoBaHust TTOCAETHUX JIET TIPUBEIU K OOHApPY-
xkeHuto cuHTe3a NO mpencraButensimu Chlorophyta.
OmHaKo HeCMOTPSI Ha IIUPOKOE MCHOTb30BaHUE 3elIe-
HBIX BOIOPOC/Eil B HayYHBIX UCCIEIOBAHUSIX U OUO-
TEXHOJIOTUM, MEXaHU3MBbI (POPMUPOBAHUS/yTUIN3A-
uur NO U ero pojib B MyTSX Mepeaadyd CUTHAJIOB Y
9TUX OPTaHM3MOB II0Ka HEAOCTATOYHO ITOHSITHHI.
OIHOI1 3 OCHOBHEIX Mpo0JieM B u3ydeHnU poar NO
ObUIa (M ocTaeTcs) pacimndpoBKa MEXaHU3MOB, KO-
TOpBIE OIPENeISIIOT U3MEHEHNE €r0 BHYTPUKIIETOU-
HBIX YpoBHeil. Tak, y BBICIIMX pacTeHUI KJIlo4ueBast
ponb B cuHTe3e NO mpumnmmceiBaetcst NR. YV C. rein-
hardtii oTKpbITa HOBasi cucteMa (GOPMUPOBAHUS pe-
JIOKC-MOJIEKYJIBI, COCTOSIIIAsT U3 OBYX (hepMEHTOB:
NO-dopmupyronieit HuTputpeaykrassl 1 NR. Bme-
CTe€ C TeM OCTaeTcsl HesSICHbIM, (PYHKIIMOHUPYET JIN
nogo0OHasI CUCTeMa y IPYTMX BONOPOCICH MJIM OHU,
MOTOOHO BBEICIIIM PAaCTeHUSIM, UCITONB3YIOT NR mis
cunte3a NO.

OTKpBITHE OKUCIIMTENBHOTO IMyTH cuHTe3a NO u
xapaktepuctuka NOS y Hekotopbix Chlorophyta
TaK:Ke HE MO3BOJISIIOT MOKA ITOHSTh, HACKOJIBKO 1M -
POKO 3Ta IpyIiIia OpraHu3MOB UCHOJIb3yEeT apTMHUH B
KadecTBe cyocTpaTa st reHepauu NO 1 MOTyT Jiv
KOMIUIEKCHI, COCTOSIIME M3 HECKOJIBKMX OEJIKOB,
dyHKunoHanbHO 3aMeHITh NOS. B monb3y mocuen-
HEro IIPEIITOJIOKEHUSI CBHUACTEIBCTBYET HEOaBHEE
OTKPBITUE apruHMH3aBucuUMOro cuHre3da NO y He-
¢doTocuHTE3UpYyIOIIEi Bogopociau P. parva, yrpaTUuB-
meit NR B npoliecce 3BOJIIOLIMN.

He MeHee uHTpuryommm ocrtaercsl (pepmMeHTa-
tuBHOe 1peBpamieHue NO. B psae pabot ycraHOBIe-
HO y4acTHe B 3TOM IPOliecce YCEYEHHBIX TEMOTI00M -
HOB C TMOKCUTEHa3HO#l aKTUBHOCThIO. Kpome Toro,
0Ka3aJloCh, UTO B CHUKeHUU ypoBHell NO B KileTKax
3eJIeHbIX BOJOPOC/eid BaXKHYIO POJib MOTYT MIpaTh
Ne 6
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NO-pemykTa3sl, KaTaau3upylomne MpeBpalleHne
NO B N,O. B 1ie;710M, 1151 BRISICHEHHUS BCEX HEPELLIEH-
HBIX BOIPOCOB HEOOXOIMMO HCCIIeAOBaHUE OOJIbILIE-
TO YMCiIa OOBEKTOB.

Crenyer OTAENLHO BBIACIUTH €Ie ONHO WHTEH-
CMBHO pa3BUBalollleecsl HalpaBjieHue, CBI3aHHOE C
AHAIM30M MEXAHU3MOB JIECTBUS 3TOM CUTHAJIBHOM
MOJIEKYJIbl. MeTaboiM3M OKCHIa a30Ta peryaupyerT-
Csl peIOKC-COCTOSIHUEM KJIeTOK. COBMECTHO C APYIH-
MU penokc-moiiekynamu, NO BoBJIedeH B KOHTPOJIb
KJIETOYHBIX pedoKC-TIpolieccoB. B 3Toii cBsA3M Y
Chlorophyta mpexae Bcero HeOOXOTUMO AeTajlbHOE
n3ydyeHue B3aumoaeiictBuss NO ¢ akTUBHBIMU (hop-
MaMu kuciaopoaa. Kpome Toro, rocienHue naHHbIe
MO3BOJISIOT IIOCTaBUTh 1101 coMHeHue, yTo Chloro-
phyta MCTTONIB3YIOT B PEryJIITOPHBIX CETSX TUTTUYHBII
IUJIs1 KUBOTHBIX Moaysib NO-cGMP. B orcyTcTBue y
BoIoOpocCeil cnelindruyecKux pelenTopoB BOCHpus-
tue u neiictBue NO oCylIeCTBIsIETCS, TTO-BUAUMO-
My, npeumyniectBeHHO uepe3 [TTM. s monTep-
KIEHUST MPaBUJILHOCTU MPEAIONOXEHUSI O KJloue-
Boii poiau IITM 1o Tumy S-HUTPO3UPOBAHUS
HEOoO0X0aUM aHaIN3 S-HUTPOCOM Y Pa3IUYHBIX Mpe/-
craBureneii Chlorophyta B pu3moornyeckux yciao-
BUSIX, TIPU KOTOPBIX B KJIETKAaX TeHEPUPYETCSI PSAOKC-
MoJiekyja. [To HallleMy MHEHUIO, JajlbHEeNIINI Mpo-
rpecc B obaactu 6uonorun NO y Chlorophyta rmo3so-
JIUT CYyAUTh 00 3BOJIIOLIMU KJIIOUEBBIX KOMITOHEHTOB
(dbepMeHTOB U PerysiTOpHbIX OEJIKOB) OMOCUHTE3a
U yTUIM3allMU OKCUJa a30Ta, a TAaKXKe O TeX peryJsi-
TOPHBIX CETSX, KOTOpble KOHTpoaupyoTcs NO y
pacTeHui.

Pabora nmongepxana Poccuiickum ¢oHmom ¢yH-
JaMeHTaJIbHbIX HccnenoBaHuii (rpant Ne 21-14-00017
mst E.E.B.).

Hacrosmas pabora BbIlojiHeHa O3 HpHBIIEYE-
HU IO NN JKUBOTHBIX B KAYECTBE OOBEKTOB MC-
cleqoBaHUIA.

ABTOD 3aBiseT 00 OTCYTCTBUU KOH(MPJINKTA MHTE-
pecoB.
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NO is a gaseous signaling redox-active molecule that functions in various eukaryotes. However, its synthesis,
turnover, and effects in cells are specific in plants in several aspects. Compared with higher plants, the role of
NO in Chlorophyta has not been investigated enough. Yet, some of the mechanisms for controlling levels of
this signaling molecule have been characterized in model green algae. In Chlamydomonas reinhardtii, NO
synthesis is carried out by a dual system comprising nitrate reductase and NO-forming nitrite reductase. Oth-
er mechanisms that might produce NO from nitrite are associated with components of mitochondrial elec-
tron-transport chain. In addition, NO formation in some green algae proceeds by oxidative mechanism sim-
ilar to that in mammals. Recent discovery of L-arginine-dependent N O synthesis in colorless alga Polytomel-
la parva suggests the existence of a protein complex with enzyme activity that are similar to animal nitric oxide
synthase. This latter finding paves the way for further research into potential members of the NO synthases
family in Chlorophyta. Beyond synthesis, the regulatory processes to maintain intracellular NO levels are also
an integral part for its function in cells. Members of the truncated hemoglobins family with dioxygenase ac-
tivity can convert NO to nitrate, as was shown for C. reinhardtii. In addition, the implication of NO reductases
in NO scavenging has also been described. Even more intriguing, unlike in animals, the typical NO/cGMP
signaling module appears not to be used by green algae. S-nitrosylated glutathione, which is considered the
main reservoir for NO, provides NO signals to proteins. In Chlorophyta, protein S-nitrosation is one of the
key mechanisms of action of the redox molecule. In this review, we discuss the current state-of-the-art and
possible future directions related to the biology of NO in green algae.

Keywords: Chlorophyta, NO, nitrate reductase, NO-synthase, S-nitrosation
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