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NO nipencrasisieT co60ii ra3000pa3HyI0 CUTHAJIBHYIO PEIOKC-MOJIeKYITy, (GDYHKIIMOHUPYIOIIYIO B KJIETKax
aykapuoT. OIHAaKO HEKOTOpPhIe acIleKThl CUHTe3a, 00opoTa U 3ddekToB NO crienmhUIHbI 1JIS1 pAaCTCHUIA.
B otiimuue ot Beiciiux pacteHuii poib NO y Chlorophyta nsydeHa 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 ocyliiiecTB-
JISIETCSI C TIOMOIIBIO IBOMHOM CUCTEMBI, BKIIIOUawleil HuUTpaTpenykrazy 1 NO-chopMUPYIOIIYI0 HUTPU-
TpenykTasy. JIpyrue MeXxaHu3Mbl, C TTOMOIIIBIO KOTOpbIX NO o6pa3yeTcsl U3 HUTPUTA, CBI3aHBI ¢ KOMITO-
HEHTaMM 3JIeKTPOH-TPAHCIIOPTHOMH 1ieru MutoxoHapuii. Kpome Toro, oopazoBanue NO y HEKOTOPBIX 3e-
JIEHBIX BOAOPOCJEH TPOUCXOAUT I10 OKUCIUTEIIbHOMY MEXaHU3MY, CXOJHOMY C MEXaHU3MOM Y
miekonuTtainux. HemaBHee BoIsiBiIeHUEe L-apruHuH3aBUcUMOro cuHTe3a NO y 6ecliBeTHOII BOIOPOCIN
Polytomells parva npennonaraeT cyliecTBOBaHUE KOMILJIEKca OETKOB ¢ (DEPMEHTATUBHON aKTMBHOCTHIO,
CXOITHO#1 MO AEeNCTBUIO C CHHTA30l OKCHIAa a30Ta Y SKMBOTHBIX. DTO OTKPBITHE TPOKJIAAbIBAET MTYTh K AaJTh-
HelileMy U3y4eHUIO TIOTeHLIMaIbHBIX UulieHOB cemeiicTBa NO-cuHTas y Chlorophyta. HeoThemiiemoii ua-
cThio pyHKIIMoHupoBaHust NO B KJIeTKax SIBISIETCS HE TOJIBKO €r0 CUHTE3, HO U PETYJISITOPHBIE IMTPOIIECCHI,
y4acTBYIOIIME B MOIAEPKaHUM BHYTPUKIIeTOUHOTO ypoBHSI NO. UsieHbl cemMeiicTBa yceueHHBIX TeMOTIOo-
OMHOB C JMOKCUI€HA3HOI aKTMBHOCTbBIO MOryT IIpeBpaiiaTth NO B HuTpat, Kak y C. reinhardtii. Oniucatno
takxke yyactue NO-penykra3 B HelTpanuzauuu NO. Eiie 601ee MHTPUTYIOIINM SIBJISIETCS TOT (DakKT, 4YTO
3eJIeHble BOAOPOCIU, B OTJIMYME 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 cuuraercst omHUM U3
KJTIOUEBbIX MEXaHU3MOB JIEMCTBUSI PEIOKC-MOJIEKYJIbl. B ripencraBieHHO paboTe 00CyXIaeTcsi COBpeMeH-
HOE COCTOSTHME U TIePCIIeKTUBHBIC HATIPpABJICHUS UCCIENOBaHMI, CBSI3aHHBIX ¢ 6nosiorueid NO y 3eJeHbIX

BOJIOPOCIIEN.
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BBEAJEHUWE

Oxcup azora(ll) (NO) npuHamIeXnUT K KaTero-
pUU PEIOKC-aKTUBHBIX MOJIEKYJ, KOTOPbIe KOOPAU-
HUPYIOT MHOTUE (PU3MOTOTMYECKUE U OMOXUMUYe-
CKUe€ IIPOLECCHl B OpraHM3Max pa3HOTO YPOBHS opra-
Huzamuu [1-3]. C xonma 1990-x romoB, mocie
BbIsiBJIeHUS posii NO B BOCTIAIUTENbHBIX PEAKIIUSIX U B
mpolieccax HEUPOTPAHCMUCCUM Y MJICKOIIUTAIOIINX
[4—6], HayaTOCh BCECTOPOHHEE M3yYeHME ITOrO Ira3o-
o0Opa3HOro cBOOOOHOIO paauKaja y pacteHuit [7, 8].
Ha mpumepe pasauyHBIX IIpenCcTaBUTENICiT BBICIINX
pacTeHM ycTaHOBJIEHO, YTOo N O BOBJIEUEH B pEryIs-
LIMIO TaKUX TMPOILIECCOB POCTAa U Pa3BUTUSI, KaK MPO-
pacTaHue CeMsH, LIBETCHUE M CO3peBaHUE IUIOIOB,
pa3BUTHE KOpPHEii, a TaKXKe B aganTaluio K HeOJaro-
MPUSITHBIM YCJIOBUSIM OKpYKarolleil cpeanl [9—16].
Kpome Ttoro, NO urpaer BaxXHYIO poJib B CUMOHO3¢
000OBBIX pacTeHUI ¢ pU300USIMU, TEHCTBYS KaK MeTa-

OoMYecKniA MHTepMeauaT B 1InKie GuTormroonH—NO
npu runokcuu [17]. AHanu3 BOCCTaHOBUTEIBHBIX U
OKUCJIUTENIbHBIX, (pepMEHTATUBHBIX U HeepMeHTa-
TUBHBIX ITyTell 3HAOreHHOTro ciuHTe3a NO IT03BOINI
YCTAHOBUTD, UTO KOHTPOJIb C MIOMOIIBIO 3TON MYJIb-
TU(GYHKIIMOHAJIBHON CUTHAJIbHOUN MOJIEKYJIbl JOCTU-
raeTcsi B OCHOBHOM 3a CYET IMOCTTPAHCISILIMOHHBIX
Mmoaudukanuii oenkos (ITTM) [8, 18—21].

OnHako OOJIBIIIMHCTBO MCCIEN0OBaHUI B 00acTH
dyukumit NO 1 MeXxaHU3MOB KOHTPOJISI €r0 BHYTpHU-
KJIeTOYHBIX YpoBHeit (6nonorun NO) y ¢oTocuHTE-
3MPYIOIIMX OPraHM3MOB ITPOBEICHO Ha BBICIIMX pac-
teHusx. Ilo cpaBHeHuto ¢ Embryophyta dyHkummu
NO y Bogopociieit usydyeHbl HEAOCTaTOYHO. DTO CO-
3/aeT 3aMETHBIN MPOoOe B TOHUMAaHUM MEXaHU3MOB
00pa3oBaHUS 3TOW CUTHAJIBHOU MOJEKYJIbl U ITYTSIX
€e MCMOoJIb30BaHUS Yy pacTeHU# B 1LIeJIOM, OCOOEHHO
YUUTBIBasi BaXXHYIO POJIb BOJIOPOCJE B MOPCKUX,
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Puc. 1. OxkucnutenbHbiit MexaHu3M (popmupoBanust NO (a) u ctpykrypa NOS y MIIEKOTTUTAIOIINX U 3€JIEHBIX BOOOPOCTeii (6).

MPECHOBOMAHBIX M HA3eMHBIX 3KocucTeMax. [loiy-
YeHHBIE 32 TIOC/IeIHee NeCATUICTUE pe3yJbTaThl MO-
Ka3bIBAlOT, UTO 3eJICHbIE BOAOPOCIIU, HAPSIIY C BbIC-
MMM PACTEHUSIMHU, TIPEACTABIISIIOT COOOM MepCIieK-
TUBHYIO SKCIIEPUMEHTAJILHYIO MOJIENb IS U3YYEHUS
spomonn NO-3aBUCUMBIX PETYISITOPHBIX ceTeil. B
npemiaraeMoM 0030pe OOCYXIAIoTCSI TOCJIeTHUE
JaHHBIC O MEXaHNU3MaX KOHTPOJISA BHYTPUKIJICTOYHBIX
ypoBHeit NO, ero pojii U CUTHAJbHBIX (YHKIUSIX Y
Chlorophyta.

MEXAHW3MbI CUHTE3A NO
Y CHLOROPHYTA

MexaHu3MBbl, peryaupytoiiue ypoBHU NO y do-
TOCUHTE3UPYIOLINX OPTaHU3MOB, MPEACTABISIOT O -
HY 13 Hambojee TUCKYCCUMOHHBIX TeM B OMOJOTUM
STOM CUTHAJIbHON PEIOKC-MOJIEKYJIbI. 3eJIeHbIE BO-
JIOPOCIIN CITOCOOHBI cMHTe3upoBaTh NO ¢ UCTIOB30-
BaHMEM OKMCJIMTEJILHOIO MJIM BOCCTAHOBUTEIBHOTO
myTeit [22—26].

OxucnuTeabHbIN TyTh popMupoBaHust NO ocHO-
BaH Ha 00pa30BaHUM OKCHIA a30Ta U L-LIUTPY/UIMHA
u3 L-aprMHUHA ITOCPEICTBOM IBYX3TAITHOTO OKMC-
JieHus B npucytctBUuM O, U BOCCTAaHOBJIEHHOM (POPMBI
NADPH ¢ nomomisio NO-cunra3 ([EC 1.14.13.39];
NOS; puc. la). BoepBble Takoit MeXaHU3M OBLT BBISIB-
JIEH Y MJIEKOTIMTAIOIIMX, KOTOPbIE UCTHONb3YIOT TpU
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n3odopmel NOS [27]. NOS MieKonmMTaOmmnx — 3TO
JIBYXITOMEHHBIE OEJIKU, KOTOphIe COCTOSIT U3 N-KOH-
neBoro okcureHasHoro gomeHa (NOSoxy) u C-koH-
neBoro penykrazHoro momeHa (NOSred) (puc. 16).
HomeH NOSoxy cBsi3bIBaeT apruHuH, IIpoTOHophu-
puH IX (rem) u Terparugpoouontepur (BH4). Bro-
poii nomeH, NOSred, cBsa3eiBacT NADPH, FMN n
FAD [28, 29]. O6a noMeHa coenMHEHbI KaJIbMOIY-
JIMHCBS3BIBAIONIE mociienoBaTeabHOCThIO (CaM).
JIBa KOHCepBAaTUBHBIX OCTaTKa IIMCTEMHA IOMEHAa
NOSoxy B KaxaoM MoOHOMepe (GOopMUPYIOT cCaiiT
CBSI3bIBAaHMS LIMHKA, KOTOPHII 0OJIerdaeT OUMEpU-
s3anumo NOS.

IMTepsoiMu 13 NOS pacteHuit ObLIM OXapakTepu-
30BaHbl NOS 3ejIeHBIX OMHOKJIECTOYHBIX ITMKOBOIO-
pocieit, mpuHamiexanux K kiaccy Mamiellophyce-
ae: Ostreococcus tauri (OtNOS), O. lucimarinus n
Bathycoccus prasinos [22, 30, 31]. UaTepecHo, uto Ot-
NOS o06magaeT CHOCOOHOCTBIO K Ype3BBIYATHO
opicTpoMy cuHTe3y NO, uTo HexapakTepHO s
NO-cuHTa3 XKMBOTHBIX WK OakTepuii [32].

C ucnoiap30BaHMEM MIMPOKOMACINTAOHOrO aHa-
JiIn3a TEHOMOB M TPaHCKPUNTOMOB romojioru NOS
OBLIM BEISIBJICHEI Y HEKOTOPBIX Bogopocieit [33, 34].
I1pu aToM ToNBKO v 11 mpencraBuresneii Chlorophyta
9TU TOMOJIOTH COJepXKaJiu 00a JOMeHa, TUITUYHBIX
st NOS MJIEKOIIMTAIONINX, KOTOPhIE ObLUIM COEIM-
HEHBI MeXOy co00i ydacTKOM, MaeHTUIYHBIM CaM-
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cBs3bIBaroleii mociemosaterbHOocT OtNOS [33].
Craenyer noguepkHyTh, 4To OtNOS coxpanster 70%
akTUBHOCTU B oTcyTcTBue CaM [22]. Umewiuecs
JIaHHBIE TTO3BOJIIOT Tpeamnonaarathk, uro NOS Chlo-
rophyta ckopee Bcero He B3auMonaeicTByloT ¢ CaM.
Kpome toro, B otmnume or NOS MIIEKOIUTAIOIINX
OGeJIKM 3TOTO CEeMEMCTBa y BOIOPOCIECH yTpaTWIN
KOHCEepBaTUBHbIE aMUHOKUCIIOTHBIE OCTaTKU N-KOH-
LIEBOTO KPIOKA, HO COAEPKaT aTUITMYHEBINA Zn-CBS3bIBa-
foruit pernoH [34] (puc. 16). Eme ogHa oT/mmauTenb-
Hast 0COOEHHOCTb CTPYKTYpHOi1 opranuzamu NOS 3e-
JICHBIX BOIOPOCJIEi COCTOUT B TOM, YTO OHM CBSI3bIBAIOT
axHasjor H4B, mpennonoxurespbHO TeTparumpodonaaT
(H4F), xotopslii, Haripumep y OtNOS, neiicTByeT Kak
JIOHOP B2JIeKTPpOHOB [22, 35]. [1oHATH, SBASIOTCS U
oTn 6enkn uCTUHHBIMA NOS, MO3BOJIUT aHAIM3 UX
OMOXUMUYECKUX CBOICTB.

IIpumeuarenpHo, 9yTo KpoMe NOS “apxeTunude-
CKOTO”, Wi “cTaHHapTHOrO” THUIMA, XapaKTepPHOTO
IUIST MJIEKOMUTAIONIMX, OOHAPYXXeHbl U CTPYKTYPHO
OTJIMYHBIE OT HUX Oeyiku [33, 36]. ITockonbKy B psine
cliydyaeB MHTMOUTOPHBIN aHanu3 BbIsIBUI NOS-mo-
NOOHbIe aKTUBHOCTU Yy HE COJEpXKallluX KaHOHUYE-
ckux NOS mpencraButelieii, TIPeANOIOXUIN, 4TO B
dopmupoBanur NO M3 apruHUHA MOTYT y4acTBOBaTh
MYJIbTUMEPHbIE KOMILIEKCHI, COCTOSIIME U3 OTIEb-
HBIX KoMIToHeHTOB — NOSoxy 1 NOSred [21, 23].

BMecTte ¢ TeM TOT (bakT, UTO JUIIb HEMHOTHE
npenctasutenau Chlorophyta comepkaT opToJoru
NOS, nomHMMaeT BOIIPOC O 3HAYECHUU ITOro ep-
MEHTa ISl BomopocJeii B nejoM. Kpome Toro, y 3eie-
HBIX BOIOPOCJIE He BBISIBJIEHA BO3MOXHOCTh (hop-
MmupoBaHust NO uyepe3 OKUCIUTEIbHBIN MyTh C UC-
MOJIb30BAaHUEM TIOJIMAMUHOB, KaK Yy HEKOTOPBIX
BBICIIMX pacTeHuii [37].

AHaM3 UMEIOIIMXCSI JaHHBIX yKa3bIBaeT Ha TO,
yTo y 6oabinHcTBa Chlorophyta B mpoliecce 3BOJI0-
LIMM HE COXPAHUJICS OKMCIUTENbHbIN NMyTh GOpMU-
poBaHusi NO. BmecTe ¢ TeM OOJIBLIIMHCTBO 3€JICHBIX
BOIOpOCTEl CrocoOHO 3¢h(HEeKTUBHO aCCUMUIUPO-
BaTb M BOCCTaHaBJIIMBaTb HUTpPAT, KOTOPBIN Hajiee
BOCCTaHaBJIMBAETCS B HUTPUT. BocCTaHOBUTENBHBIN
myTb popmMupoBaHusi NO ocHOBaH Ha ero oopa3oBa-
HUU U3 HUTpUTA.

BoccraHoBieHue HUTpaTa B HUTPUT OCYILIECTBJIS -
eT depMeHT HUTpatpeaykrasa (NR). depmeHTHI pac-
TeHUI JIOKAJM30BaHbI B LIUTO30JI€, COCTOSIT U3 IBYX
CyObEeIMHUII, Kaxaasi U3 KOTOPbIX COIEPXUT TPU
npocrerndyeckue rpynmnbl: FAD, rem bss; 1 Mmonuoae-
HOBBI KodakTop (Moco), KOTOpPHBIi TpEencTaBisieT
Cc000i1 MOIMOIONITEPUHOBBIN KOMILJIEKC C MOJIMOIE-
HoM [38]. domeHBl (bepMeHTa SBISIOTCSI OKWCIIH-
TEeJIbHO-BOCCTAHOBUTEIbHBIMU LIEHTPAMU, B KOTO-
pbix 351ekTpoHbl 0T NADPH nocnegoBaTenbHO nepe-
Hocsitest Ha FAD, rem m Moco [25]. I[TpuMmedaTenrsHO,
yTo (pepMEHT obyiagaeT IByMsI aKTUBHOCTSIMU: AUA-
¢dopasHoit u TepMUHaAILHONW. B nnadopasHoii, win
JNeTUIPOTeHAa3HON aAKTUBHOCTU 3JIEKTPOHBI, MOCTY-
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naromme or NADPH, mcrmons3yioTes mias BoccrTa-
HOBJICHUSI aKLIEMITOPOB 3JEKTPOHOB, TaKUX Kak, Ha-
npuMep, peppoLMaHuI WIX LIMTOXPOM ¢. TepMUHAaIb-
Hasg akTWBHOCTb NR oImpenesseT BOCCTaHOBIICHUE
HUTpAaTa C MIOMOIIbIO 2JIEKTPOHOB, TIOJTYYEHHBIX OT Ta-
KUX JOHOPOB, Kak FM N, MeTWJIBUOJIOTEH WU OpOM-
($EHOJIOBBIN CUHAA.

DKCIIepUMEHTaJIbHbIE JTaHHbIC, MOJy4eHHbLIC Ha
BBICIIINX PACTEHUSIX, II03BOJIVIIN IIPEAIOI0KHUTH, YTO
Mo-coaepxamiasgs NR — ocHOBHOIT (pepMEHT, OTBET-
CTBEHHBII 3a reHepupoBaHue NO 13 HUTpUTA y pac-
tenuit [8, 39, 40]. BmecTe ¢ TeM, B CTaHIapTHBIX
YCIOBUSIX aKTUBHOCTh, OOecIeuMBaloliasi BOCCTa-
HOBJIEHHE HUTPUTA, COCTABISIET OKOJIO 1% oT o01ueit
aktmBHocT NR [41]. TlociemHee oOGCTOSTEIILCTBO
MpearnojaracT MUHUMAJbHBIM BKJag ¢epMeHTa B
cuHTe3 NO. He uckitoueHo, uTo npyrue Moco-3aBu-
cuMble (bepMEeHTHI MOTYT OTBeYaTh 3a (POpMUPOBA-
Hue NO y pacteHuii [42].

B HacTtosiiiee BpeMsi HUTpUT3aBUCUMOE (POpMU-
poBaHue NO 3KCnepMMEHTAILHO T10Ka3aHO TOJbKO Y
HECKOJIBKUX BUIOB 3eJIEHBIX Bogopocieii [25, 43—46].
HaubGonee mnoapoOHO MoJieKy/asipHble MeXaHU3Mbl
reHepUpPOBaHUST PEIOKC-MOJEKYJIbl U3YYEHBI ¥ MO-
nenbHOM Bomopocnu Chlamydomonas reinhardtii.
AHanu3 HUTPUT3ABUCUMOIO TE€HEPUPOBAHUS CUT-
HaJIbHOM MOJIEKYJIbI Y 3TOI 3€JI€HOM BOAOPOCIIY 03~
BOJIMJI ITepecMoTpeTh pojib NR B aToM nponecce. Tak
MoKa3aHo, YTo TNpu obpaszoBaHur NO 13 HUTpUTA
NR B3auMoneicTByeT ¢ eie oofHUM Mo-comepxka-
mumM 6enkoM — NOFNiR (NO-dopMupytoiieit HUT-
putpenykrasoii) [44] (puc. 2). NOFNiR cunre3upy-
et NO HezaBucuMo oT Mo-1ieHTpa NR, HO rcrnionb3yeT
BJIEKTPOHBI, TTOCTaBJIsIeMble 3a cyeT Auacopa3HOM ak-
tuBHOCTH NR. IToka HesiCHO, MCITOIb3yeTCs JIU I10-
nob6Has nBoitHast cuctemMa NR-NOFNIiR u npyrumu
3eJIeHbIMU BOAOPOC/SIMU, U BBICIIMMU PACTEHUSIMU.

N3yuenue agantauuu C. reinhardtii K TUTIOKCUU
I10Ka3ajo, YTO HUTPUT3AaBUCUMOE (HOpMUpPOBaHNE
NO 1mpomcxomuT B OTCYTCTBHE (PYHKIIMOHAIBHOMN
NR [47], a 3HaYUT, OCYLLECTBIISICTCSI C UCIOJIb30Ba-
HUEM JIpyroro, He3aBucuMoro ot NR, mexanuszma. ¥
BBICIIIUX PACTEHUII KOMIIOHEHTBI 3JIEKTPOH-TPAHC-
MOpTHOM 11eni MUuToXoHApuid (MTOTII) BOBIEUEHBI
B cuHTe3 NO [48, 49]. Ponb MTOTLL B hopmMupoBa-
ann NO m3yueHa y Chlorella sorokiniana n C. rein-
hardtii [43, 50] (puc. 2). OgHako MexXaHU3MBbI HUT-
put3aBucuMoro cuHreza NO TpeOyloT JajbHeiInero
W3y4eHUSI C IPUBJICYEHEM OOJIBIIIETO YMCJIa OOBEKTOB.

MEXAHHWU3Mbl ®EPMEHTATUBHOI'O
ITPEBPAIIIEHMA NO ¥V CHLOROPHYTA

YT10oOBl MCKIIOUWTH MOBpeXxaalollee neicTBUe
NO, opranm3mMbl JOJDKHBI KOHTPOJHMPOBATH €ro
BHYTpUKJIeTOUHble ypoBHU. Tak, C. reinhardtii co-
IepXuT ycedeHHbIr remomoouH 1 (THBI1), koTto-
po1ii oomagaeT NO-InoKcureHa3HoM aKTUBHOCTBIO M
Ne 6
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MoxeT B3auMonelicteoBath ¢ NR [51]. THBI1 mpu-
HuMaeT 37eKTpoHbI oT NR u ipeBpaiaer NO B HUT-
paT B MPUCYTCTBUU Kucjaopoaa (puc. 2), T.e. pyHK-
LIMOHUPYET KaK aJbTePHATUBHBIM aKLENTOp 3JeK-
TpoHOB. MHTEpEeCHO, YTO 3TOT ME€XaHMU3M OITMCaH y
nByx Bomopocheit Chattonella subsalsa n Heterosigma
akashiwo (Raphidophyceae), y KOTOpBIX XMMEpHEIE
reHsl kogupyroT Kak THB, tak u NR [52]. Emie onuH
yceueHHBbI remornioouH C. reinhardtii, THB2, Takke
obmamarommii NO-IMOKCUTEeHAa3HOM aKTUBHOCTBIO,
HeobOxonuM (monoiaHutenbHo K THB1) mis koHTpo-
JISI ypOBHEI BHYTpUKIIETOYHOro NO B yCIOBUSIX A~
duuura docdopa [53, 54]. IIpenmnonaraercsi, 4To
yCeYeHHbIC TeMOMIOOUHBI BOBJIEUCHBI B MOAYJISILIUIO
ypoBHeil NO 1 3a CYET 3TOro MOTYT KOHTPOJIMPOBATh
NO-3aBucuMbie CUTHaIbHBIC IyTH [45, 51, 53, 54].

Kpowme toro, NO, Kak moka3zaHO HeJaBHO, MOXET
CIIyKUTh cyocTtpaTtoM mist NO-penykras C. reinhard-
tii, KOTOpbIE KaTaIU3MPYIOT OOpa3oBaHMWE OKCHUIA
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azota(l) (N,O) B MUTOXOHIAPUSIX U XJIOpOILUIAcTax
[55—57]. Ha cBety miponiecc ¢popMHUpOBaHUS KaTajlu-
supyetcss FLV-6enkamMu, a B TeMHOTE IIMTOXPOMOM
P450 — CYP55 [57]. IIpumeuatenbHo, uto CYPSS5
CUHTE3UpyeTcs U (PyHKIIMOHUPYET B OCHOBHOM IpPU
HHM3KOM coaepkaHuu Kuciiopona B cpene [58]. TTo-
ckoabKy pasznuuHble Chlorophyta ucmoab3yloT oda
MmexaHuzMa cuHTe3a N,O [57], 3TOT MyTh KOHTPOJIS
ypoBHeit NO y 3eleHBIX BOIOPOCIIEd MOXKET OBITh
HanboJiee KOHCEPBAaTUBHBIM.

VYpoBHu NO B KjieTKax MOTYT PeryjJupoBaThCs
Tak:Ke ImyTeM okuciieHus mpon3BogHBEIX NO (RNS) ¢
AHTUOKCUJIAHTOM — TPUMNENTUIOM [IyTaTUOHOM
(GSH, Glu-Cys-Glu), ytro nmpuBoIuT K oOpa3oBa-
HH1o S-Hutpo3ontyratruoHa (GSNQO), KoTopHlit pac-
CMaTpUBaEeTCSI B KauyeCTBE OCHOBHOIO BHYTPUKJIE-
ToyHoro pesepByapa NO [59]. Ilockonbky GSNO
JIEMICTBYET KaK cBoeoOpa3Hkblii 0ydep NO, ero ypoBHI
BaXkHbI 11 obecrieueHus romeoctaza NO. B cBs3u ¢
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oM S-HHUTpo3onryratnoHpenykraza (GSNOR), ko-
TOpasi KaTaJlu3upyeT HeoOpaTuMoe MpeBpallecHue
GSNO B OKUCJIEHHBI INIyTaTUOH, BOBJIeYeHa 10 Cy-
TH B IIO[epXaHWe OajlaHca aKTUBHBIX (pOpM a30Ta U,
B KOHEUYHOM CYEeTe, B KOHTPOJIb PEIOKC-COCTOSHUS
mToriasMel [60]. MHTepecHO, 4TO B IIEPHOM TeHO-
Me C. reinhardtii BHISIBICHBI IBa TeHA, KOTUPYIOIINX
n3opopmbl GSNOR. OxapakrepuzoBaH (epMEHT
CrGSNORI u ycraHOBJIeHa €ro orpaHUYeHHasT YyB-
CTBUTEJIBHOCTDH K PEIOKC-3aBUCHUMBIM IIOCTTPAHCIISI-
UOHHBIM MoaudukanusaMm [61]. Ilpenmosmaraercs,
YTO YPOBHU HUTPO30THUOJIOB B KJIETKaX BOHOPOCIH
KOHTPOJIMPYIOTCS ApYruMHU (hepMEHTAMM WA PETy-
JIMPYIOTCS B OCHOBHOM Ha ypoBHe cuHTe3a NO. Ilo-
JIOOHOE OT/IMYME OT BBICIIMX PACTCHUII MOXET OBITh
CBSI3aHO C Pa3HBIMM IOTPEOHOCTSIMU B PEryJISIIIAN
metadonu3Ma NO y Chlorophyta u Streptophyta.

MEXAHUW3MbI IEMCTBUS
NO Y CHLOROPHYTA

Y wmnexkonurawinux omnucad NO-3aBUCUMBIN
CUTHAaJIbHbIM ITyTh, B KOTOPOM IIPOAYLIUPYEMBbIil CUH-
tazoii NO aKTMBUPYET pacTBOPUMBbIC T'yaHIIATLIAK-
nmasel (pI'll), koTophle KaTaJIM3UPYIOT CUHTE3 BTO-
puyHoro mnocpegHuka cGMP u3 ryaHo3uH-5'-Tpu-
docdara. Ilepemaya curHanaa oCyIIeCTBISIETCS Yepe3
nocnenyioiee aeictsue cGMP Ha 6enkm-3pdekTo-
pHI [62].

VY natu BunoB 3eneHbix Bopopocieii (Chlorophy-
ta, mopsimok Chlamydomonadales) BeisiBiieHsb! 11 6e-
KoB, romoiorndHbiX pI'Ll [24]. OmHako Bo Bcex Oeln-
Kax 3eJIEHbIX BOJOpOCJiefl OTCYTCTBOBAJIM OCTaTKU
uuctenHa (Cys78 u Cys214), HeobxoauMbie IJIST BOC-
npusitust pI'Ll monekyner NO. IlocienHee o6cTosI-
TeJIbCTBO YKa3bIBaeT Ha TO, UYTO HU OAWH U3 TUX OeJ-
KOB He MOXeT oTBedath Ha AeiictBue NO, mogo6HO
pI'll xuBoTHBIX. KpoMe Toro, mpoaHaau3upOBaH-
Hele pI'l C. reinhardtii, CYG12, CYG56 u CYG11, He
nemoHcTpupoBanu 3aBucumoct ot NO [63]. boree
toro, CYG11 oxapakTepn30BaH KaK TOTCHINAIbLHBIN
CO-ceHcop [64]. Umerommecs naHHBIE TTO3BOJISTIOT
caesiaTh BBIBOJ O TOM, UTO pacTEHUsI HE UCIOJIb3YIOT
knaccudeckuit Mmoayiab NO/cGMP [65]. [To-Bunu-
MOMY, B IIpOIIecCe PBOJIOLIMU Y XKUBOTHBIX U pacTe-
HUI TIpOU30lLJIa IWBEPTeHIUSI KOHTPOJIUPYEMbBIX
NO curHajabHBIX TTyTeH.

CyuTaercs, 4TO Y BBICIIMX pacTeHUIl OCHOBHOI
NO-3aBUCUMBI CUTHAJILHBIM MeXaHU3M CBSI3aH C
MOCTTPAHCASIIIMOHHBIM S-HUTPO3UpPOBaHUEM Oell-
KoB [24]. ITpu Moaudukanusx 3Toro Tumna MojeKyja
NO pearupyeTr ¢ THOJIOBOI TpYyNIONM ILIMCTEeHMHA B
MPUCYTCTBUM aKIIEIITOPa 3JEKTPOHOB U 00pa3yeTcs
KOBaJIEHTHas CBsI3b S-NO—S-Hutposzoruoi [66].

Cpenm 3eJIeHBIX BOTOpOCei S-HUTPO3NPOBaHNE
aHaIM3UPOBaIN INIaBHBIM obpa3oM y C. reinhardtii.
VY 3Toif MOIENbHOI BOJOPOCIN BBISIBICHO OKOJIO
500 S-HUTPO3MPOBAHHBIX OCIKOB, (PYHKINU KOTO-

MOIJIEKVJIAPHAA BUOJIOTUA
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pBIX CBSI3aHBL C METAaOOJIMYECKMMHU IIpOLEeCCaMM,
CHUHTEe30M, (DOJAMHIOM U Aerpaganueii 6ejJKoB, pe-
IIMKALE, TPAaHCKPUIILMENA U ApYyTUMU PYHKIIMSI-
MU kieTku [67]. KpoMe Toro, oxapakrepu3oBaHO He-
CKOJIbKO 0enkoB C. reinhardtii, mogBepraroumxcs 3Tom
IITM [68, 69]. Okcunm a3ota o6pasyercs B KieTKax C.
reinhardtii npn accummaguy HuTpara [70, 71], rono-
IaHUU TI0 MakpoajaeMmeHTam [45, 53, 54, 72, 73], B
YCJIOBUSIX TUMIOKCUY [47] U BaXKeH IJIs1 CUHTe3a Ipo-
JIMHaA U TyTpecumnHa [74], omHakKoO S-HUTPO3WpOBa-
HUe OEJIKOB 0XapaKTepU30BaHO TOJIbKO IIPU COJIEBOM
crpecce [75]. CriocoOHOCThIO K S-HUTPO3UPOBAHUIO
obOnamaet Takke OmmskoponctBeHHas C. reinhardtii
HedoToCUHTe3upylolas Bomopocib P parva [23].
Takum o6pa3oM, 4TOOBI SKCIIEPUMEHTAIbHO IIOMI-
TBEPIUTH NPEANOI0KECHNE O KJIIIOUEBOM POJIM S-HUT-
po3upoBaHus B neiictBuu NO Ha 3eJieHble BOTJOPOC-
JI, HEOOXOIUM aHaAJIM3 3TOM MoaupUKALUU OEJIKOB
y npyrux mnpenctasuteneit Chlorophyta m B pa3HBIX
YCJIOBUSIX.

SAKJIIOYEHUME U INNEPCITEKTHUBbBI

WccnenoBanus mociaenHUX JIeT IPUBEJIM K OOHapy-
xeHuto cuHTe3a NO npencraButessMu Chlorophyta.
OnHako HECMOTPsI Ha LIMPOKOE MCTOb30BaHUE 3eJie-
HBIX BOAOPOCJEN B HAyYHBIX MCCIENOBAHUSIX U OUO-
TEXHOJIOTUU, MeXaHU3MbI (P)OpPMUPOBAHUSI/yTUIN3A-
1 NO U1 ero pojib B MyTSAX MepeJadyu CUTHAJIOB Y
3TUX OPTraHU3MOB I10Ka HEAOCTATOYHO TOHSTHHI.
OnHoit 13 OCHOBHBIX MpoOJieM B u3ydyeHuu poau NO
ObUIa (M ocTaeTcsl) paciIndpoBKa MEXaHU3MOB, KO-
TOpbIE OTPENEIISIOT U3BMEHEHNE €T0 BHYTPUKIIETOYU-
HBIX YpoBHe#. Tak, y BBICIIMX PAaCTEHU KIIo4YeBast
ponsb B cuHTe3e NO npuruceiBaercsa NR. YV C. rein-
hardtii oTKpbITa HOBasi cucteMa (OPMUPOBAHUS pe-
JIOKC-MOJIEKYJIbI, COCTOSIIIAsl U3 NBYX (hEpMEHTOB:
NO-dopmupytomeit HuTpuTpeaykrassl 1 NR. Bme-
CT€ C TEM OCTaeTcsl HESICHbIM, (DYHKIIMOHUPYET JIU
Mogo0OHasl cucTeMa y IPYyrux BOAOPOCJE WM OHU,
NOoI00OHO BBICIIMM PacTeHUSAM, UCTIONb3YIOT NR s
cuHte3a NO.

OTKpBITHE OKUCIIMTENBHOTO ITyTH cuHTe3a NO 1
xapaktepuctuka NOS y Hekotopbeix Chlorophyta
TaK:Ke HE MO3BOJISIOT MOKA ITOHSTh, HACKOJIBKO IITH-
POKO 3Ta IpyIia OpraHM3MOB UCIIOJIb3yeT apTUHIH B
KadecTBe cyocTpata aist reHepauuu NO U MOTyT Jin
KOMIUIEKCHI, COCTOSIIME M3 HECKOJIbKMX OEJIKOB,
dyHK1uIMoHanbHO 3aMeHITh NOS. B monb3y mocnen-
HEero TMpenrnojgoXeHUs CBUACTEIbLCTBYET HedaBHee
OTKPBITUE apruHMH3aBUcUMOro cuHre3da NO y He-
¢doTocuHTE3MpYyIOIIEH Bogopocau P. parva, yrpaTuB-
meit NR B nipoliecce 3BOJIIOLIMN.

He meHee mHTpuUryoInuMm ocTtaeTcsl (pepMeHTa-
tuBHOe TpeBpainieHre NO. B psae pabot ycraHOBIIE-
HO y4yacTHe B 3TOM IPoliecce YyCEYEHHBIX TEMOTTI00M -
HOB C MTUOKCUTE€HA3HOI aKTUBHOCThIO. Kpome Toro,
0Ka3aJloCh, UTO B CHUKeHUU ypoBHell NO B KiileTKax
3€JIEHBIX BOIOPOCJIEN BaXHYIO POJIb MOTYT WUTPaTh
Ne 6
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NO-pemykTa3sl, KaTaau3upylomne MpeBpalleHne
NO B N,O. B 1ie;10M, 1151 BRISICHEHUS BCEX HEPELLIEH-
HBIX BOIPOCOB HEOOXOIMMO HCCIIEAOBAaHUE OOJIbILIE-
TO Ynciia 00bEKTOB.

Crenyer OTAENLHO BBIACIUTH €Ie OMHO WHTEH-
CHMBHO pa3BHMBaloOIIcecs] HalIpaBJIeHWE, CBI3aHHOE C
AHAIM30M MEXAHU3MOB JIECTBUS 3TOM CUTHAJIBHOM
MOJIEKYJIbl. MeTaboIM3M OKCUla a30Ta peryaupyeT-
CsI peMOKC-COCTOsIHNEM KJ1eTOK. COBMECTHO C IPYyTv-
MU penokc-moiiekynamu, NO BoBJIedeH B KOHTPOJIb
KJIETOYHBIX pPEOOKC-TIpolieccOB. B 3Toif cBsI3M Yy
Chlorophyta mpexae Bcero HeOOXOOUMO IeTalbHOE
n3ydyeHue B3aumoaeiictBuss NO ¢ akTUBHBIMU (op-
MaMu kuciaopoaa. Kpome Toro, rocienHue naHHbIe
MMO3BOJISTIOT IIOCTaBUThH IToA coMHeHue, 4To Chloro-
phyta UCTIOIB3YIOT B PETYISITOPHBIX CETSIX TUMTMYHBIM
IUJIs1 KUBOTHBIX Moaysib NO-cGMP. B orcyTcTBuUe y
BOOOPOCEH CIIe(PUIECKIX PELIEIITOPOB BOCIIPHUSI-
tHe u nelictBue NO OCYHIECTBISICTCS, TTO-BUINMO-
My, peumyniecTBeHHo yepe3 [TTM. st monTBep-
XKIEHUSI MPaBUJIBHOCTH IIPEAIIONOXEHUSI O KIIoJe-
ot pomu IITM mno Tumy S-HUTpO3UPOBAHUS
HEOoO0XOIUM aHaJINU3 S-HUTPOCOM Y Pa3INYHBIX TIpe/-
craBureneii Chlorophyta B pu3moornyeckux yciao-
BUSIX, TIPU KOTOPBIX B KJIETKAX FT€HEPUPYETCS PEIOKC-
MoJiekyja. [To HallleMy MHEHUIO, JaJlbHENIINI Mpo-
rpecc B obaactu 6uonoruu NO y Chlorophyta rmo3so-
JIUT CyAUTbh 00 3BOJIIOLIMU KJIIOUEBbIX KOMITIOHEHTOB
(dbepMeHTOB U PEryasiTOPHBIX OEJIKOB) OMOCUHTE3a
U YTUWIM3allMU OKCUJa a30Ta, a TAKXKe O TeX peryJsi-
TOPHBIX CETSIX, KOTOpble KOHTpoaupyiorcs NO y
pacTeHui.

Pabora nmongepxana Poccuiickum ¢oHmoM ¢yH-
JaMEeHTaAJIbHbIX UccienoBaHuii (rpaHt Ne 21-14-00017
mrst E.E.B.).

Hacrosmass pa6ora BeIIOJHEHa 0€3 MpuBjedye-
HUS IO NN JKUBOTHBIX B KAYECTBE OOBEKTOB UC-
cledoBaHUMA.

ABTOD 3a9BisgeT 00 OTCYTCTBUU KOH(MPJINKTA MHTE-
pecoB.
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Nitric Oxide(II) in Biology of Chlorophyta
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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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