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B conpstkeHnu ¢ pacrio3HaBaHUeM (CEHCUHT) M TPAaHCIIOPTOM PacCMaTPMBAIOTCSl CUTHAJIbHBIE CBOMCTBA
Hutpara (NOj3) y BUIOB, pa3InMYaioIUXCsl B 3BOTIOLUOHHO-TAKCOHOMUYECKOM OTHOIIEHUU, OT IPUMU-
TUBHBIX ITPOKAPHUOT 10 LIBETKOBbIX pacTeHUuii. Ha ocHOBaHUYM CpaBHUTEIbHO-(DU3MOJOTMYECKOro aHaaus3a
aBTOPHI IEJIAIOT MPEATIOIOXKEHMS O HEKOTOPBIX MY TSIX (PUIIOTEHETUYECKOTO CTAHOBJIEHUSI CUTHAJIbHBIX Kac-
KaJl0B, 3alTyCKaeMbIX yKa3aHHbBIM UOHOM. BO3MOXHO, HUTpAT BO3HUK Ha 3eMJie ellie B KaTapxee Mpu aHad-
poOHOM XxapakTtepe TepBUUHOI aTMochepbl. Jlanee mossBUICS OKCUTEHHBIN (DOTOCUHTE3, CO3MIaB MPEIIo-
CBUIKHU JUIs1 HUTpUbUKAIIMY KaK IMIaBHOTro UcTouHuKa NOj . Bo3pacrarouii rpanueHT ypoBHeit HUTpaTa B
cpene Crioco0CTBOBAI CO3MAHUIO TTIOJIMMOPGU3Ma €TI0 HU3KO0- U BEICOKOAM(MUHHBIX CEHCOPOB U TPaHCIIOP-
TepoB. CucTemMa CeHCUMHTa M CUTHAJIMHTAa HUTpaTa OT ITPOKapuOT Obl1a yHAcJieqoBaHa 3yKapuoTaMHU, MOy -
YUB Yy HUX JajibHel1Iee pa3BUTHE. Y LIBETKOBBIX PACTEHUI HAJIMLIO CTAHOBJIEHUE HOBBIX PETYJISITOPHBIX M-
XaHU3MOB, OTIPENEISIOIINX BO3MOXHOCTb TOHKOI HACTPOUKM CEHCUHTA Y MTOMIOLIEHUS pa3HbIX 103 NOj
C y4acTUeM TPaHCIIOPTEPOB COOTBETCTBYIOIIETO CPONCTBA. B 3aBUCMMOCTU OT OpraHHO-TKaHEBOM JIOKAU-
3al[MM TaHHOTO MOHA PACIIUPSIETCS CIIEKTP €r0 CEHCOPOB, YTO OMPEIESIET METa00JINYECKYIO HallPpaBJIEH-
HOCTb OCHOBHBIX (DYHKIIMIi pacTeHUI1, CBSI3aHHYIO C YCBOEHUEM a30Ta, POTOCUHTE30M, POCTOBBIMU U TIPO-
NYKIMOHHBIMU TIPOIIECCaMU.

KuioueBble ciioBa: CCHCUHT HUTpaTa, HUTPATHBIM CUTHAJIMHT, pacTeHUsI, TPUOBI, TTPOKAPUOTHI, OMOTEOXH -
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BBEAEHWE

O0630p ABSIETCS JIOTUYECKUM TTPOIOJIKEHUEM Ce-
PUM HALIUX TIPEIIECTBYIONIMX MyOIUKaIIU, TTOCBS -
IIIEHHBIX CO3MAI0NIEMYCs 3a TTOCIETHUE NeCATUIICTUS
HOBOMY paszneyly (pu3nojaorud u OMOXUMHUU — HUT-
paTHOMY CUTHaJIMHTY. B mpenirecTByommnx o63opax
[1, 2] ocBemanuch BOMPOCHI, OTHOCSIIIMECST K BO3-
HUKHOBEHWIO WCCIEOOBAHUNA B 3TOUW 0OJACTU Kak
CIIEACTBUIO CO3[MAaHUSI HOBBIX WHCTPYMEHTAJIBHBIX
BO3MOXHOCTEH B pSII€ CMEXHBIX OMOJOTMYECKUX
nucuuIuinH Ha pyoexe XX—XXI Bekon. Ilomsonu-
JIUCh WTOTU PE3YJIbTATaAM TIEPBBIX M3BICKAHUU 10
UAeHTU(PUKAIUU TIyTe CEHCHMHra M TpaHCIopTa
HUTpAaTa B CBSI3U C JAJIbHEUIIEN KAaCKaaHOW NPpUpo-
JIOl CUTHAJIMHTA a30THOTO, YTJIEPOIHOTO, BTOPUYHO-
ro obMeHa, a Takxke MEXaHU3MOB ee peaiu3aluu. B
TAHHOM 0030p€ paccMaTpUBAETCS TPOILIECC IBOIIO-
IV HUTPATHOTO CUTHAJINHTA KAK SIBJICHUS], HAUMHAS
OT ero (hopMUPOBaHUS C TTOCTEayIONEe MoauduKa-
e U yclIoxXHeHueM. Mlcnonb3yeMblii CpaBHUTEb-
HO-(U3UOJOTUYECKU A TTOIX0 TTIO3BOJISIET HE TOJIBbKO
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paccMoOTpeTh (PUIOTEeHETUYECKOEe pPa3BUTHE Mexa-
HU3MOB PETryJIITOPHOTO ACUCTBUSI HUTPATa, HO U €T0
COBPEMEHHBI pe3yJibTaT — NOJIMMOP(U3M MPOosIBIIe-
HUI1 Ha OpraHU3MEHHOM YpOBHE.

MPEAITOCBIUIKHY HUTPATHOT O
CUTHAJIMHTA B KATAPXEE

beityeT nmpencrasnenue, yto HUTpaT (NO5) npak-
TUYECKM MOJHOCTBIO MPEACTAaBIsIET COO0M MPOAYKT
OMOreHHOI HUTPpU(DUKALIUU. DTO OOCTOSITENBCTBO, a
TaK>Ke TUIoTe3a 06 aHa’pPOOHOM XapakTepe NepBUY-
HOIi aTMocdepbl, TO3BOJUIU TPEANOJIOXUTh, UYTO
a30T B JOOMOJOTMYECKNII KaTapXeWCKuii 20H —
4.5—4.0 mapa. JeT Ha3ajd (majee MJpPA. JI. H.) ObLT B
BOCCTaHOBJIEHHBIX (hopMax, TaKUX KaK aMMOHUI U
uuaHua. OnHako yxe Toraa, no-BUaIuMoOMy, TpOuc-
XOJMJI 3JEKTPOXMMUUYECKUI CUHTE3 HUTpaTa C ydya-
ctueMm CO, Kak noHopa Kucyopona [3—5]. Beuny ¢o-
TOJIM3a U BOCCTAHOBJIEHUS IBYXBaJIEHTHBIM XKeJIe30M
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BepoOsTHasI KOHIIEHTpalus HutpaTta ripu pH 6—8 u
temneparype 0—50°C 6bu1a He 60s1ee 1 MKM [3, 5].

OnHako cyniecTBYeT U Apyrasi TOUKa 3peHUs. YKe
B caMOM HayaJjle CyIeCTBOBaHMUsI reorpadudeckoii
0007104KM 3eMIM OBUIO BO3MOXHO M JIOKAJIbHOE 00Oora-
IIeHNE Cpeabl HUTpaToM 0 KoHleHTpauu 10—20 MM
[3, 4]. B yacTHOCTH, OHO MOTJIO UMETHh MECTO B TOXK-
JIEBOI1 BOJIiE, BCJIEACTBUE 0Opa30BaHUS IIPU I'PO30BBIX
pa3psigax OKCUOOB a30Ta U UX JaJIbHEUIIEN peakLuu
C KareJIbHO-XUIKO Boaoii B oosakax. C yueToM To-
ro, 4TO B KPYT IIPOAYKTOB IIEPBUYHOIO JIEKTPOCUH-
Te3a Hapsay C OpraHMYSCKIMM BeIlleCTBaMU BXOMWIT
W HUTpAT, ObUIO BEChbMa BEPOSTHO COBMECTHOE MX
HaKOIUUIEHHWE, B CHJIy YeTO YKa3aHHBIM MOH OKa3aJjcs
CBOETO pojia MapKepoM TUAPOXUMUYECKOIl 0OcTa-
HOBKHM, HeoOxoaumoii mist abuoreHesa. Orciona u
CJIEACTBHE — BO3MOXHOCTD ITOSIBJICHMS MEPBUIHBIX
peakiuii CCHCMHTa HUTpaTa y>Ke Y paHHUX OpraHu3-
MOB KaK afjanTalluy K IMTOMCKY aOMOTeHHBIX OpraH-
YEeCKMX COCTUHEHUIA.

CTAHOBJIEHUE HUTPATHOI'O
CUTHAJIMHTA B APXEE

Hszmenenue oxpyxcaroweli cpedvt

B apxee (4.0—2.5 mapa. JI. H.) Ha4YaJIOCh aKTUBHOE
npeoOpa3oBaHUe Cpelbl OOUTaHUSI TTPOKAPUOTaAMU.
He no3gHee 3.2 mupa. 1. H. TIOSIBUJIMCH 1lIMaHOOaKTe-
pUMU C OKCUTEHHBIM (DOTOCUHTE30M, X KOJJOHWUU Ha
MOBEPXHOCTU OMOTEHHBIX KapOOHATHBIX MOCTPOEK —
CTPOMATOJIMTOB CTajJld MEPBbIMU a3pOOHBIMU Oa3urca-
MH [6]. 2.7 MIIpI. J1. H. TTIOCIIETHUE PaCIPOCTPAHUIINCH
o Bcemy menbdy [7]. Yke B caMBIX IpeBHUX 00pa3-
11aX CTPOMATOJIMTOB BBISBIEHBI Cledbl aKTUBHOCTHU
I1a30TpodPOB, HUTPUPHUKATOPOB U ACHUTPUDUKATO-
POB, COBMECTHO peai3yIoIX 3aMKHYThI 1IUKJT a30Ta
coBpeMeHHoro Tura [8—10]. BeposiTHO, COOTBETCTBYIO-
1I1e TTPOKAPUOTHI HAXOMWJIUCh B Pa3HBIX CJIOSIX OaKTe-
PUATIbHBIX MATOB, PA3IMYAIOIIMXCS 110 YPOBHIO KUCJIO-
pona v, COOTBETCTBEHHO, HUTpara. HbIMU clioBamu,
TOCTETHUI ObLT MapKepoM a’pOOHON MUMKPOCPENbI.
OnHako, Kak OTpaXkeHO Ha puc. la, Ha MPOTSDKEHUU
BCEro apXemcKoro 0Ha OCHOBHAasl 4acTb MHUPOBOTO
OKeaHa ocTaBajach aHa’pOOHOM, YTO OOYCIOBUJIO
npeoObiagaHe aMMOHUIHOI (POPMBI a30Ta.

BrimeomnmcanHble 0COOEHHOCTH apXeMCKNX OMo-
T€OLICHO30B OMpPENeWJIM BO3MOXKXHOCTh U dhepeHII-
POBAaHHOI'O CEHCUHTAa HUTpaTa B HU3KMX (MUKPOMOJISIP-
HbBIX) ¥ BBICOKMX (MIIIMMOJISIPHBIX) KOHIIEHTPALIUIX,
HauMHasi ¢ HanboJjlee paHHUX 3TAIllOB OUOJIOTMYECKOM
SBoMoLIMU. BecbMa BEPOSITHO, YTO CB3b OIpeAesIeH-
HBIX JMAIla30HOB YPOBHSI YKa3aHHOIO MOHA C MUKPO-
YCJIOBUSIMU CPElibl, ONITUMATEHBIMU JIJIsI KOHKPETHBIX
TPYHII IIPOKAPHUOT, CTajla IBMXKYIIEH CUJION 3BOJIIO-
LIMOHHOTO CTAHOBJIEHUSI TIEPBUYHBIX KACKAAOB HUT-
paTHOIO CUTHAJIMHTIA.
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Cencune u noeaouieHue Humpama npokapuomamu

AKTUBHBIE MCCJIEIOBAHUSI CEHCHMHIa HUTparta
OakTepusiMU MMEJIM MeCTO yXe B KoHle 1980-x rr.,
YTO OBLIIO CBSI3aHO CO CPABHUTEIbHOM JIETKOCThIO pa-
OOTHI ¢ YKa3aHHBIMU oOBbeKTaMU. Tak, y Escherichia
coli ObUIM BBISIBJIEHbl PELIENTOPHbIE TUCTUAMHOBBIC
nporenHkrHa3bl NarX, NtrB 1 NarQ [11, 12]. ¥ npyrux
MpoTeobakTepuii oOHapyKeHbI Nar-0eJIKu OTHOTO TH-
na — NarX wi NarQ [13]. ITokazaHa crtocoOHOCTb Ha-
3BaHHbIX CEHCOPOB HUTpara K aBTOohochOopuInpoBa-
HUIO B €r0 MpUcyTcTBUM [12].

V psima mpokapmoT HakaeHbl BEICOKOadOUHHEIC
CEHCOPBI ¥ TpaHCIopTepbl HUTpaTa: NreA (KOHCTaH-
Ta IUCCOLMALIMU COOTBETCTBYIONIEro Komruiekca Ky
22 MxM) Staphylococcus carnosus Schliefer & Fischer
[14] u NrtB (K, nopsiaka 1 MmxM) Synechococcus sp.
PCC7942 [15], onHoli 13 HauboJiee MPUMUTUBHbBIX
HuaHoOakTepuii [16], coorBeTcTBEHHO. Takue OeJIKu
MOIJIM OBITh YHACJAeAOBaHbI OT BUIOB IEPBUYHOM
o6uocdepsl, e yKazaHHbII MOH HAXOIWJICS TTpeuMyIe-
CTBEHHO B CJIeIOBbIX KoyinuecTBax. CBUAETENIHCTBOM B
TI0JIb3Y TPAHCLEIITOPHOI TTPUPOIbI IMAHOOAKTEPHATb-
Horo NrtB saBsieTcst To, uto y Anabaena sp. OH accoliu-
npoBaH ¢ pakTopoM TpaHckpunuu NtrC [17].

Y npokapuoT BBISIBIEHBI W HU3Koa(GUHHBIE
TpaHCIopTepbl HUTpara, Hanpumep, NrtS (Ky; 2.5 MM)
Synechococcus elongatus [ 18]. Ero romosioru HaitieHbl
y HMaHOOaKTepuii, IpOTe00aKTEpUi 1 aKTUHOOAKTE-
puii U, MO-BUAMMOMY, YHAC/IeTOBaHbl OT BUIOB KHC-
JIOPOAHBIX 0a3UCOB, CTaB adalTUBHBIM IPEUMYIIE-
CTBOM yKa3aHHBIX TPYIIN B a3p0oOHOi1 cpene.

CponctBo 6enkoB NrtS K HUTpaTy y psiia BUIOB
cpaBHuTenbHO BhIcOKOoe (Ky 0.49 MM, y-mipo-
teobakTepust Marinomonas mediterranea) [18], 4To
MOXET ObITh KaK MMPUMUTUBHBIM MPU3HAKOM, TaK U
MO3MHEM aganTaleil K oJTUTroTpo(HBIM 3KOTOMAM.
V ¢dunoreHeTnyecKu MpOABUHYTOrO IITamMma Syn-
echococcus sp. PCC 7002 [16] oGHapyXeHBbI aBa
OGIM3KHMX MEXIY co00if TpaHCIIOpTepa HUTpaTa HU3-
koro cpoactBa — NrtS1 u NrtS2 (K, > 3 MM), rete-
POMEpPHBINA KOMILJIEKC KOTOPBIX HMEET BBICOKOE
cponctBo K cyoctpaty (Ky; 0.15 MM) [18].

TpaHncOyKyus HUMPAMHORO CUCHAAA Y NPOKAPUOM

K xoniry 1980-x IT. y>Xe ObLII0 M3BECTHO, 4TO 3aITyC-
KaeMble HUTPATOM JIBYXKOMITOHEHTHBIC MPOKAPHUOTH-
YeCKMe KacKaabl TPAHCIYKIIMM CUTHAJIA COCTOSIT U3 pe-
LENITOPHON TMCTUAWMHKMHA3KL U (PochOoprmImpyeMoro
el pakropa TpaHckpurnuuu [11]. ¥V E. coli mocnennmit
npencrapyieH AByms 6enkamu — NarL u NtrC [11]. Y
JIPYTUX IIPpOTeo0aKTepuili 0OHAPYKEHO JIMIID 110 Ofl-
HOMY MOAYJII0 TPaHCAYKIIMM HUTPATHOTO CUTHAJIa —
NarX-NarL uiau NarQ-NarP [13].

DdochopunupoBaHHbiii Narl uHayLupoBan psn
0EJIKOB, 3aAcICTBOBAHHBIX B “HUTPATHOM AbIXaHUMN~ —
¢dopmuatneruaporeHasy (fdnG), ITMCCUMUISITOPHYIO
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(a) aTtMocoepa
— CH,
NH, runpocdepa _
jmrocdepa 4 poccep s?
I MM NO3 Fe2*
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FeS1{
(B) armocdepa
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Puc. 1. l'eoxumust HUTpaTa B OCHOBHBIE YO0HbBI T'€0JIOTMYECKO NCTOPUU: a — apxeii, 6 — mpoTepo3oil, B — daHepo3oii. BepTu-
KaJIbHBIMH CTpEKaMu 0003HaueHo oTnoxeHune rupura (FeS) u okenunos xenesa (Fe,O,).

HuTpaTtpenyktasy (narG) y E. coli [19] u Mycobacterium
tuberculosis [20], axcnioptep HutpuTa (nark), dymapar-
penykrasy (fidA) E. coli [21], mepuiria3MaTudecKyio
Hutpatpenykrasy (napF) Haemophilus influenzae Rd u
E. coli [22]. Y Klebsiella pneumoniae M5al NarL unny-
IIMPOBaJI peCITMPATOPHYIO, HO HE aCCUMIUISITOPHYIO
HUTpaTpemyKTasy [23], 4To MoaTBepKIaeT CBSI3b CUT-
HaJILHOTO JIeiCTBUS HUTPATA C UCIIOJIb30BaHUEM IT0-
CJIeMHETO KaK TOHOPpa KMCI0poa.

OnHa 13 NPOKaApUOTUIECKUX CUCTEM COBMECTHO-
Io CUTHAJIMHTa HUTpaTa 1 KUCJIOPOIa, CIOKMBIIASICS
KaK MeXaHM3M BbIOOpA TOCTYITHOTO aKIIENTopa 3JIeK-
TPOHOB, HCCJIeIoBaHa y S. carnosus N MPencTaBisieT
co060i1 KommireKe Nre-0eTKOB, BKITIOYAFOIINIA BRITIIE -
YIoOMsIHYThI perienitop NreA, O,-CeHCOPHYIO Tpo-
tenHkuHa3zy NreB u dakrop Tpanckpurmmm NreC
[14]. ITpm coueTaHnm HUTpATa C aHOKCUE y 5. carno-
Sus THIyLIUPYIOTCS IUIa3MaJieMMHasi HUTpaTpeayKTa-
3a, TpaHCHOPTEPHLI HUTpPaTa U HUTPUTA, LIUTO30/IbHAs
HUTPUTPENYKTa3a, y4acTBYIOIINE B “HUTPATHOM IbI-

xaHUn”. BBUAY BBICOKOI 4yBCTBUTEIbHOCTH NreA K
HUTPATy MOXHO TIPEANOoJIOXUTh, 4TO S. carnosus
CMOCOOEH UCIOJIb30BaTh yKa3aHHBIN MOH KaK OKUC-
JINUTEJIb YK€ B MUKPOMOJISIPHBIX KOHLIEHTPAIIUSIX, KO-
TOpbI€ UMEJIU MECTO B apXEUCKUt Tepro.

BroimreornmcanHble CUTHaIbHBIE KacKambl 3ameii-
CTBOBaHEI, B TIEPBYIO OYepellb, BO BKIIIOYCHUM “HUT-
paTHOro apIXxaHus” y (aKyJIbTaTUBHO aHa’pPOOHBIX
IpOKapuoT. Takasi 0COOEHHOCTDb COIVIACYeTCs C Mpel-
MOJIOKEHUEM, YTO B YCJIOBUSIX HMCXOMHBIX apXeMCKUX
OMOreoleHO30B UMEHHO HUTPAT KakK aKIIEeNTop 3JIeK-
TPOHOB MOT MUTPUPOBATh HAa CPABHUTEILHO IAJIEKHE
PaCCTOSTHUSI, 2 KMCJIOPOII PacXoI0BaJICs ellle B mpelie-
Jax OakTepuajabHBIX MaTOB, C(HOPMUPOBAHHBIX C
y4acTheM UaHOOAKTepUil.

Y npumMuTHBHOI muaHoOakTepumn — Synechococ-
cus WH5701 onucaH TUONMWYHBINA 111 BCEro OTAEsa
kackan C/N-curHanuHra, BKJoyawouuit 6enku Py,
NtcA u PipX [24]. I1epBblil U3 HUX SIBJISIETCSI IIUTO-
30JIbHBIM ceHcopoM oTHoureHust AT®/AID, a Tak-
®U3UOJIOTU PACTEHUN Ne 1
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Puc. 2. Kmouesble 3BeHbst C- 1 N-curHanunra y nuaHoo6akrepuii. AIK — N-auerunryramatkunasa, AKK — anernn-KoA-
Kapbokcuiaza, [C — mryramuHcuHTeTa3a. MexnyHapoaHbie o60o3HaueHus:: NrtB — tpaHcnoprep Hutpara, NrtC — 6Gesok,
B3aMMOJIECHCTBYIOIINI ¢ MpeablayinnuM, NtCA — akTop TpaHCKPUIIIIUY TeHOB a30THOTO 0OMeHa, P — docdart, PipX — koak-
TUBATOP TPAHCKPUIILIMU T€HOB a30THOro ooMmeHa. Ctpenku: [ — Merabonnyeckue MmyTu, 2 — MO3UTUBHOE CUTHAJIbHOE Neli-
CTBUE, 3 — HEraTUBHOE CUTHAJIbHOE IECTBUE, 4 — IOJABJICHHOE B OTCYTCTBME aKTMBHOIO KoMIuiekca ¢ PipX neiictBue ak-
Topa TpaHCKpUNuuu NtcA, 5 — repexoabl MeXIy BO3MOXHBIMU COCTOSIHUSIMU PETYJISITOPHBIX MOJIEKYJT.

xe C-akuenropa aMMuaka — 2-okcorimyrapara. [Ipu
JIOCTaTOYHOM YPOBHE PHEpPruu u yriiepona Py nedoc-
dopumpyeTcst, 4TO IMPUBOAUT K IUCCOLIMALIMM €TO
komriuiekca ¢ PipX. ITocnemnuii aktuBupyeTt pakTop
TpaHCKpUIIIUU NtCA, KOTOPBIiI MHIYLIMPYET HUT-
paTt- ¥ HUTpUTpenykTasy [24], ay Anabaena PCC7120
1 nIyTaMuMHCUHTeTasy (glnA) [25]. B pe3ynbrate UHTEH-
CU(pUIIIPYIOTCS BOCCTAHOBIICHWE HUTpaTa M aCCUMM-
naaus amMmonus. Hampotms, dochoprmmpoBaHHBI
P;; aktuBupyet N-auetuimtyraMaTkriHasy (KJIIO4eBOit
¢depMeHT cMHTEe3a aprMHUHA) M MTHTUOMPYET TPaHCIIOP-
Tepbl HUTpAaTa [26], BbI3bIBasI IIEPeXOo/, OT MOMIOLLIEHUST
K JIETIOHMPOBaHUIO a30Ta. OnucaHHasl peryJsiTopHast
cucTeMa XapakTepHa il muaHobakrepuii [26]. Co-
OTBETCTBYIOIIIME MPEACTABICHUS OTPaXKeHbI Ha puc. 2.

YV HedOTOCHMHTE3UPYIOUINX MPOKAPUOT TMPU Jie-
¢dunute 2-okcornyrapata pochopusiupoBaHHbIii Py
aKTUBUPYET TIIIOKO3aMHUH-6-bocdaTneamMnHasy, HO
nHruoupyetr anetwi-KoA-kapbokcunazy (Kiawoue-
BOIf (bepMEHT CHMHTe3a JUIUIOB), TPAHCIOPTEPHI
HUTpaTa ¥ aMMOHUS, TIIyTAaMWHCUHTETA3y, a TakKe
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¢daxkTop TPAHCKPUNIIMM TEHOB a30THOTO OOMeEHa
GInR [26]. B pesynbrare mporcxoauT 3(pGeKTUBHOE
MCMOJIb30BaHNE OPTaHUYECKUX UCTOUHUKOB a30Ta 1
yrepona. Hammito apxandHbIit CUTHAJTBHBINA KacKa,
MO3BOJISIONINI KJIETKe ONpeAeanTh, KaKoil U3 Mak-
pPO3JIEMEHTOB — YIJIEPOA WU a30T — HaXOIUTCS B
MUHUMYME, U MEPEKIIOYNTh META00JU3M Ha Tpe-
WMYIIECTBEHHYIO YTWIM3ALUIO Je(PUIIMTHOTO pecypca.
CoxpaHeHre TaKoro pona “MOJIEKYJIIPHOM MalllHbI
JI0 HAIlIMX THEW CBUIETEILCTBYET B MONB3Y ee dpdek-
TUBHOCTHU B TOCTOSIHHO MEHSIBILICICSI HA TIPOTSDKEHUN
reoJIOrMYecKoi ICTOPUU OKpyXKalolliei cpese.

OTMmeTuM, 4YTO aKTUBHOCTb OenkoB Py y Proteo-
bacteria n Actinobacteria peryaupyetcsl ToCpencTBOM
YPUOUHWIAPOBAHUS M aleHWINPOBAHUS, COOTBET-
CTBEHHO, a He (pocHOpUIMPOBAHMS, XapaKTePHOTO
nmMmeHHo st Cyanobacteria [27].

VY E. coli v psina npyrux nporeobdakrepuii [28], a
Takke limaHobakTepuu Anabaena sp. [17] muireHb0
P,; saBAsteTcss BBIIEHA3BaHHBIN pelleNTOP HUTpATa
NtrB. Y Rhodobacter capsulatus nosiBuiach 4OIOJTHU-
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TenbHasg TUCTUIMHKMHAa3a NtrY, crrocobHast pocdo-
punupoBaTth nBa ¢akropa TpaHcKpunuuu — NtrC u
NtrX [28]. ¥V Herbaspirillum seropedicae SmR1 BbIsIB-
JIEHBI HEe3aBHCHMbIE KacKaabl IIepemadyyd CHUTHaJIa O
Haymmuuu a3oTa B cpene — NtrB-NtrC u NtrY-NtrX,
MpUYeM MOCICTHUI MHAYLIMPYET pELeNTOp HUTpaTa
NarX m cooTBeTCTBYIOIIN (PAKTOP TPAHCKPHUITIINHA
NarL [29]. Takast MHOTOILJTAHOBOCTb PETYJISIIMM CTa-
HOBUTCS IIOHSITHOI UCXOISI U3 TOro, uTo H. seropedi-
cae — mua3zotpod. Cencunr Huskoro C/N-06aaHca ¢
yuactueM Kak NtrB, NtrY, tak u Py-6e1koB npusoaut
K perpeccuu TeHOB, 3aeICTBOBAHHBIX B a30T(hUKCa-
1M, TI0CJIE Yero MHAYLIMPYEMBbIA B TaKUX YCIOBUSIX
ceHcop NarX ormpenaesseT amanTaidio MeTadoan3Ma
0GakTepuil K yTUIM3allui COOCTBEHHO HUTpaTa.

IMo-BuauMoMy, yKe y paHHUX IIPOKAPUOT HAPSIAY
C HUTPATHBIM CIIOXUJICSI U CUTHAJIUHT MOHOOKCHUIA
azora. [Ip1 3TOM OCHOBHBIM €r0 UCTOUHUKOM SIBJISI-
eTCd He HUTpAT, a apruHUH — cyocTpaT NO-CUHTA3bI
[30]. CencmHT OoKCcHMaa a3oTa B KJIeTKaxX MPOKapuoT,
MO-BUAUMOMY, OCYILECTBJISICTCSI C Y4ACTUEM CBSI3bI-
BAIOIIEr0 €ro U KUCIOpOod TreMONpoTena, a CUTHa-
JIMHT — acCOLUMPOBAHHOTO C IIOCIEOIHUM II-IH-
I'M®-pacueruisiioniero gpepmerTta [31]. AHanoruu-
HO, mo KpaiiHeii Mepe, y Burkholderia pseudomallei
1026b HuTpaTr ¢ yyactueM (akropa TpaHCKPUIILIAU
NarL munyuuponan u-gu-I'M®-dochommacrepasy
(cdpA), TeM caMBIM CHMXKasl YpOBE€Hb BTOPUYHOTO
Meccerkepa — H-ou-I'M@ [32]. KoneuHbIM 3¢ dek-
TOM U HUTpaTa, ¥ OKCHJIa a30Ta ObLIO TToJaBIeH1E 00-
pa3oBaHUs OMOITJICHOK W/WIN UX pacrai Ha OTOE/Tb-
Hble KJIeTKHU. Takoil mapasuiein3mM MOXeT OBITh CBSI3aH
C TeM, YTO OMOIUIEHKM — YHUBepCaJbHasl agarTamnus
MPOKAPHOT K a30THOMY TOJIONAHUIO, CBI3aHHAs C UX
MEXKIIETOUHOM KooTepamyeil. DTOT BOIIPOC ellie Tpe-
OyeT CBOEro AKCIEPUMEHTAILHOTO U3yYSHUS.

Kaxk BUAHO 13 BBILIEU3IOKEHHOTO, B paHHEN 9BO-
JTIOITAH TTPOKAPHOT, TIPOVMCXOAMBIIIEH B YCIOBUSX ITpe-
00JIamaHusT AaHOKCUHU, TIPOUCXOIMIa aganTalus K uc-
MOJIb30BaHUIO HUTPATa KaK OKHUCIUTENIS, paciipocTpa-
HSIOIIETOCS 3a TIpemesibl a3poOHBIX coobimecTB. Tem
He MeHee, YK€ TOTJa MOSIBIIMCH MPUCITOCOOJIEHUS K
YTUIM3ALMMU YKa3aHHOTO MOHA U KaK OCHOBHOTO MC-
ToyHMKA a3oTa. CpeIyr HUX: BEICOKO- 1 HU3KoahOuH-
HbIE CEHCOPBI W TPaHCIENTOPHl HUTPATa, BO3MOX-
HOCTb PETyJISILMU UX CPOACTBA K MOHY, CITOCOOHOCTb
YKa3aHHBIX O€JIKOB K aBTO(ochOprIMpoBaHMUIO, aK-
TUBaLMs (paKTOPOB TPAHCKPUILIMU ITyTeM dhochopu-
JmpoBaHus nocieaHux. CooTBETCTBEHHO, B Ipoliecce
SBOJTIOINY TTPOU30IIIa CIeINATN3alMs C JOTOTHE-
HueM C/N-curHajimHra COOCTBEHHO HUTPATHBIM.

PA3SBUTHUE HUTPATHOI'O
CUT'HAJIMHTA B [TPOTEPO30OE

Hszmenenue oxpyxcarowieli cpedvt

Kak otobpaxeHo Ha puc. 10, B mpoTepo3oe
(2.5—0.54 mapm. 1. H.) ypOBeHb CBOOOIHOI'O KMCI0POIa

B atMocdepe noctur 7% [33]. OmHoit u3 IpUIUH 3TOTO
ObLIO OCBOCHNE [IMAHOOAKTEPUSIMU HOBBIX 9KOJIOTHYE-
ckmx Hul. Tak, yke B caMOM HadaJjie IIpoTepo30sI IIPO-
M30IIIe]T TIePeXo OT IUICHOK K MaTaM M3 HUTEBUIHBIX
kosionuii [16]. B mepuon 1.6—1.0 Mipad. 1. H. CIOXU-
JIMCh KaK 3KOJIorM4ecKasl rpynmna IIaHKTOHHEIS 111 -
aHoOakTepnn [34]. Takke MpoMN30MII0 HaKOIJICHE
CBSI3aHHOTO a30Ta B Cpeie, YTO OTPAKEHO B yBEJIMYE-
HUY KOHLICHTpAallMM YKa3aHHOI'O0 MaKpOd3JIEMEHTAa B
MPOTEPO30MCKMX OCaATOYHBIX ITopomax B 3.8 pas [35].
B nnanerapHoM MaciuTabe pacrnpocTpaHuJIcs Ouo-
reOXMMUYECKU 1LIMKJ a30Ta COBPEMEHHOTO THUIIa,
BKJIIOYAIOLIMI HUTpUdUKaLuio [36].

OTtMeTuM, 4TO 2.2 MJIP. JI. H. BCJIEICTBUE YMEHbIIIE-
HUs Imysna atMmochepHoro CO, yMEHbLIMIACH DJIEKTPO-
XUMMUYECKasi HApabOoTKa OKCUIOB a30Ta, YTO YBEJIUYU-
1o 3HaveHMe azordukcamuu [37]. Kpome Toro,
0.85—0.64 mupa. 1. H. IOBBICUJIACH OMOTOCTYITHOCTD
MoJIMOAeHAa U BaHAAUsI, YTO 00eCHeYnsio HUTpaTpe-
IyKTa3zy HeoOxomuMbIMU KodakTtopamu [38]. B pe-
3yJbTaTe CIOXWUJINCH YCIOBUS IJisi OMOJOTMYECKOTO
nporpecca nua3orpodos [38].

Deonrouus npoKapuom

M3ydeHHBIM B MOJIEKYJISIPHO-OMOJIOTMYECKOM ac-
IIEKTE IIPUMEPOM IBOIOLMOHHO IIPOABUHYTHIX LIV~
aHOOAKTEPHUii, OTIMYAIOIIUXCS TAKUMU UWHHOBAIUS -
MU, KaK HUTYaTble KOJJIOHUU U TeTePOLIMCTHI, SIBJISIET-
csi Anabaena [39]. s Hee xapakTepHa peryJsiius
SKCIIPECCUU HUTPAT- U HUTPUTPEIYKTa3bl HE TOJIbKO
C/N-6anaHcoM, HO U CaMUM HUTPATOM C y4acTUEM
yke IByX (haKTopoB TpaHcKpunuum — NtcA u NtcB
[17]. BepositHO, 3TO O3BOJISIET TN DEepEeHIIMPOBATH
peakiMyi KJIETKM Ha YPpOBHU yKa3aHHOTO HMOHa. Y
MpencTaBuTelieil poaa HaiiieHbl TUTTMYHBIE 1151 BCETO
oTAesja TPaHCIOPTEPbl U CEHCOPbl HUTpaTa, pac-
cMoTpeHHbIe Bbilie — NrtB [17].

B cBsi3u ¢ HakoIJIeHHMEM CBOOOIHOTO KMCIOPOaa
B Cpelle IMaHOOaKTepUr IpUOOpEIn pa3IndHbIe Ba-
PMAHTHI IIPOCTPAHCTBEHHO-BPEMEHHOIO pa3rpaHu-
YeHUSI OKCUTEHHOro (POTOCHMHTE3a W aHa’pOOHON
nuazorpoduu [38, 39]. B uacTHocTH, chopMUpOBa-
¢Sl CIIeaNbHBIN TUI a30T(UKCUPYIOIINX KIETOK —
reTepolucTsl. VX amanTUBHBIMU OCOOEHHOCTSIMU
SIBJISIFOTCSI: MHOTOCJIOHAST 000J109Ka ¢ HU3KOM IIPO-
HUILIAEMOCThIO JUISI KUCJIOPOAa, OTCYTCTBHUE IIpoIecca
¢doTocuHTEe3a U HaJTUUue MHTEHCUBHOTO JAblxaHusl. B
CBSI3U C MOSIBJIEHMEM T'e€TePOLIMCT PACIIMPUIIOCH pa3-
HOOOpa3ne MUIIeHeH TeX (PaKTOPOB TPAHCKPUITLINH,
YTO paHee peryJIMpOBaJIU JUIIb UCTIOJIb30BaHUE CBSI-
3aHHOTO a30Ta. Tak, 6e;1oK NtCA cTajn MHIyLIMPOBaTh
hetR (3ammycK ¢oopMUpOBaHUS TeTEpOLUCT), nifH (pe-
JIyKTa3a IMHUTPOreHasbl), gor (IJIyTaTUOHPEIyKTa3a)
U perpeccupoBath rbe LS (poTrocuHTe3). Y MyTaHTOB
ntcA Hapylajaoch yCBOEHHUE KaK HUTPATHOIO, TaK U
MOJIeKyJIsIpHOTO a3ota [26]. C mpyroit CTOpOHBI, Y
muaHoOakTepuit  Calothrix rhizosoleniae SCO0l u
Richelia intracellularis HHO1, uMmerommx reTepoim-
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NO;

Ca2+

ITnactuna

C-mMmeTabonusm

N-MeTabonm3m

Puc. 3. I1peamnonaracMasi cxeMa HUTPATHOI'O CUTHAJIMHTA Y 3eJieHbIX Bogopocieil. CDPK — kanbluniizaBUCUMbIe IPOTEMHKM~
Ha3bl, NIT — cnenuduaHbIi 1719 Bogopociieit haKTop TPaHCKPUIILIMY TeHOB, peryinupyeMbix HuTpatom, NRT — TpaHcuenTo-
pel HUTpaTta, PLC — docdhonunaza C, P — pocdar, MU-3-® — unosurrpudocdar.

CTBI, HET TE€HOB, OMNpEIESIONUX (OopMUPOBAHUE
aJIbTePHATUBHBIX KUCJIOPOIHBIX 0apbepOB — TOMaHO-
uacoaepxammux Mmemopan [40].

Cyns 1o GuaoreHuM KJiaouyeBOro st 1Ma3oTpo-
¢uu reHa nifD, GopMbI € TETEPOLIMCTAMU UMEIOT MO-
HodwieTnueckoe TpoucxoxnaeHue [41]. IMo-Buau-
MOMY, JTaHHOE 3BOJIIOLIMOHHOE TIPUOOPETEHUE CTAJIO
yIa4yHbIM apoMOop(d030M, 32 KOTOPHIM OBICTPO (B Ieo-
JIoTMYecKoM MaciuTabe) TrocienoBaja aaalTUBHAs
panuaiysi TPymnIbl € 3alojHEHWEM MpaKTUYeCKu
BCEX JOCTYMHBIX 9KOJIOTMYECKUX HUIII.

Cencune u noeaowieHue Humpama syKapuomamu

Kak oTpaxkeHo Ha puc. 3, y 3yKapuoT CUCTEMBbI
CEHCHHIa U CUTHAJIMHTa HUTpaTa, YHACJIEMOBAaHHBIE
OT TIPOKApUOT, TOJYyYWIN NalbHeiillee pa3BUTHUE.
PaHHue aTanbl Takoli 3BOJIOLMY BUAHBI HA TpUMEpe
NPUMHUTUBHBIX TMUKOIUIAHKTOHHBIX BOJOpOC/Eil mo-
psinka Mamiellales (knacc Mamiellophyceae) [42]. Tak, y
Micromonas sp. RCC299, Ostreococcus Ilucimarinus
CCE9901, O. tauri OTH95 o6HapyXeHO MO OTHOMY
Hu3Koa(PUHHOMY TpaHCHOPTEpy HUTpaTa M3 ce-

®OU3HUOJOTUA PACTEHUM  tom 69 Nel 2022

meiictBa NRT1 [43]. ¥ TunmuHOI 3eIeHOM BOOOPOC-
Jm — xsmamugomoHansl Peitnxapara (Chlamydomonas
reinhardtii P.A. Dang.) Takke BBISIBJCH JIMIIL OIUH
6emok NRT1 [44]. ITpocnexuBaeTrcs poactBo NRT1-
ceMeliCTBa 1 IMIPOKAPUOTUIECKUX MENTUIHBIX TPAHC-
nmoptepoB POT u PTR ¢ coxpaHeHueM MexaHH3Ma
CHMIIOPTA JINTaH/Ia C IPOTOHOM, a TaKxXKe 00YCIIOBJICH-
HBIX UM KOHCEPBAaTHMBHBIX OCOOEHHOCTEI CTPYKTYpPhI
[45]. HekoTopble M3 HUX ONPENEsiiOT 1 BO3MOXHOCTh
CeHCHMHTa HUTpara. MOXHO IPEIIIOIOKUTh SBOJTIOLIM -
oHHYI0 cMeHy y3HaBaeMbIx NPF/POT/PTR nuranmos
OT OpraHMyYeckKux (op™m asora, TUITMYHBIX MPOAYK-
TOB aOMOIeHHOI'O0 CHMHTEe3a, A0 HUTpaTa KakK xapak-
TEPHOTO KOMIIOHEHTAa a’pOOHOro OMOJIOTMYECKOTO
Kpyroopota. OTMeTuM, 4yTo Nrt-0eJIKh MPpOKapuoT
OTHOCATCA K TpaHcropTtepaM ABC-tuma, a He
NPF/POT/PTR [17], u, oueBUAHO, CTaJIK CEHCOpa-
MM HUTpaTa He3aBUCUMO OT ITOCICIHUX.

Ilo mocitenoBaTeIbHOCTSIM TeHOB BHICOKOA(hhOUH-
HBIX TpaHCIIOPTEpPOB HUTpaTa M3 cemeiictBa NRT2
Mamiellales 3aHUMaIOT MTPOMEXKYTOUHOE MOJIOXKEHUE
MEXIY OIpYTUMU 3eJleHbIMU BomopocisiMu (Ch. rein-
hardtii, Chlorella sorokiniana Shihira & R.W. Krauss n
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Dunaliella salina (Dunal) Teodor.) 1 mpokapuoTamMmu
[43]. ABTOpPBI UCCIeIOBaHUS IPEAIIONIAraoT, YTO pu-
JoreHusi NRT2 oTpaxaeT NPpUMUTUBHOCTh yKa3aH-
HOTO IIOpSIIKa B PSIAy OOHOKJIIETOYHBIX PACTCHUM. Y
Ch. reinhardtii obHapyxXeHo 4eTbipe Oenmka NRT2,
Y3HAIOILIMX HUTPAT, ¥ ABa TpaHCIIOpTEpa HUTPUTA TO-
ro Xe ceMmelicTtBa [44]. OTCIoga BUOIHO, UYTO Y pAaHHUX
¢doTOTPO(dHBIX BYKApMOT cyOcTpaTrHasi criemuduka
npenacraButeneii cemeiicta NRT2 enre Haxomuiiach
B COCTOSTHUH CBOETO CTAHOBJICHUS.

Okcnpeccust NRT2 nunodnarennar Lingulodini-
um polyedra (F.Stein) J.D. Dodge He mHIyuupoBa-
JTachb HUTpaToM [46]. BeposTHO, MeXaHU3M TaKoO
VHAYKIINY CJIOXWJICS Y BOJIOLMOHHO MIPOABUHYTHIX
OQHOKJICTOUHBIX Bomopociieil. Y Arabidopsis B Heii
yuactByeT HuTpaTHBEI ceHcop NRTI1.1 [47]. Bos-
MOXHO, ncxomHo 6eiaku NRT1 0w1mm TpaHcenropa-
MU HUTpaTa, Torna Kak NRT2 TojabKo ero TpaHcIop-
TepaMu.

Tpancdykyus HumpamHuoe2o cueHana y 3yKapuom

[Mo-Bunumomy, yXxe y paHHUX 9YKapHUOT CKJIadbI-
BaJloCh B3amMojeilicTBue TpaHcropTepoB NRT2 ¢
amantopHbiMu O6enkamMu NAR2, HeoOxomuMoe IS
JIOKaJM3allMyd MX KOMIUIEKCa Ha Ijla3MajieMme, a
TaKXe OCYLIECTBIIEHUS CEHCOPHOU U TPAaHCIIOPTHOM
dyHkumit. ¥ niecHeBoro rpubda Aspergillus nidulans
(Eidam) G.Winter NRT?2 ¢yHKIIMOHMPYET aBTOHOM-
Ho [48]. ¥ Chlamydomonas nuilib 1Ba W3 IIECTU
TPaHCIIOPTEPOB YKAa3aHHOTO CEMECTBa B3auMOICH -
cTBYIOT ¢ OenkamMu NAR?2 [44]. ¥ 11BeTKOBBIX pacTe-
HUIi, Takux Kak Arabidopsis, NAR2 HeobxomuMm Ist
pab6oTthl Bcex n3BecTHbIX NRT2-6enkos [49]. Hamuio
CTaHOBJICHWE HOBOTO Me€XaHM3Ma “TOHKOII HAaCTpoOii-
KM CEHCUHTa U MONIOIICHUS] MUKPOA03 HUTpaTa.

CurHanbHble 6enku Py ObUIM yHacienoBaHbI OT
MPOKApUOT PACTEHUSIMU, ¥ KOTOPBIX JIOKATMU30BaHbI
B MOSIBUBIIIMXCSI B XOJle CUMOMOTreHe3a TiacTuaax u
CTaJIM CEHCOpaMU IIyTaMKWHA, OCHOBHOTO MapKepa
N-craryca opranmu3Mma [50, 51]. Ha mpeemMcTBeHHOCTH
XJIOPOILIACTOB MO OTHOULIEHUIO K IIMaHOOaKTeprsM
YKa3bIBA€T U OOIIMIA TUIT HOCTTPAHCISIUMOHHON MOAM-
¢uKalmy yKazaHHBIX OEIKOB (pochopminpoBaHuEM, a
HE MHBIMU MYTSIMU, XapaKTePHbIMU 151 APYTUX MTPOKa-
puot [28]. Takke nmpouzolia cuenuaii3anys Kpyra
MulleHeu 6einkoB Py B nminactumax nmocinegHue pe-
TYJUPYIOT HAPAOOTKY aprMHUHA (YTO XapaKTepHO U
IUIST TIPOKApuoOT) U MONIOLIEHUE LIMTO30JbHOIO
HuTpuTa [52].

Y Ch. reinhardtii cam Hutpat (4 MM) nHIOyLUPYET
Py; [51]. B pesynbraTe co3naercss OcHOBA ISl TIOCTey-
fomiero C/N-cUrHajavMHra, 4to oOpaTHO IOCJeIOBa-
TEILHOCTH MOJIEKYJISIPHBIX COOBITHIA, XapaKTEPHOM [IIsT
nuaHoOakTepuii. BeposiTHas mpramHa — 3BOJIFOITMOH-
HOE yBeJIMUeH1e 3HAYMMOCTH HUTpaTa KakK UICTOUHHUKA
a30Ta U perysitopa pa3sHoOOpa3HBIX (PU3MOJIOrnYe-
CKUX IPOLIECCOB.

B HammeM npenpiayiieM o630pe pacCMOTPEHO yda-
CTHE B IIepeiaye HUTPATHOTO CUTHAJIA Y BBICIIINX pac-
TEeHWI MOHOB KbV U KAJIbIIUI13aBUCUMBIX IIPOTE-
nHKuHa3 [2]. Kak oka3anoch, TaKoro poma 3BEeHbS
MOSIBUINCH YK€ Y BeCbMa MPUMUTUBHBIX 3YKapHOT.
Taxk, y O. tauri BHISIBIIEHA MHIYKIIWS, TI0 KpaitHeit Me-
pe€, OMHOro M3 IF€HOB YIMOMSIHYTBIX MPOTEUMHKWHA3,
OtCDPKI, ipu pedunure MUHEPaJIbHOTO a30Ta B
cpene [53]. AHanoruuHo y Arabidopsis B TIOMOOHBIX
YCJIOBUSIX MPOUCXOAUT aKTHUBAlUSI MPOTEUHKUHA3
CIPK7, CIPK12 n CIPK14 ¢ ywyactmeM ceHcopa
KaJIbliMsl — KaJibLIMHEeUpUH-B-nogooHoro 6enka
CBLS8 [54]. 3mech MOXHO TOBOPUTh O KOHBEpPIeH-
LIUU, 2 HE O TOMOJIOTUH.

J171s1 GONBIIMHCTBA BOJIOPOCIIEii XapaKTEepHBI O~
KU ¢ KoHcepBaTUBHBIM RWP-RK-gomeHoM, Hampu-
Mmep, NIT2, omuskne K dakropaM TPaHCKPHUITLINHA
HUTPATUHAYIIUOEIbHBIX TEHOB BBICIIIUX PACTEHUMN —
NLP n, mo-smanmMomy, SBISIOIINECS NX SBOJIIOIIMOH-
HbIMU nipoToTuriamMu [55]. NLP-6enku HalineHbl yXe
y Micromonas pusilla CCMP1545, M. sp. RCC299, Os-
treococcus lucimarinus 13 nopsinka Mamiellales [56].
Bo3MoxHO, 3TO pe3yibTaT TOPU30OHTAJIBHOTO IIepe-
Hoca JIHK 1160 He3aBuCHMMOro coxpaHeHUs yKa3aH-
HBIX O€JIKOB, YHACJeAOBaHHBIX OT OOILIETO MpenKa, B
ymHusIx Mamiellophyceae n Embryophyta. B nmocinen-
HeM cay4dae TeHbl N/ T 3eJIeHbIX BOJOPOCeii SIBIISTIOT-
CsI pe3yJIbTaToOM (PUJIOTeHEeTUYECKOM IeBUALIUH.

C mosiBJIeHMEM U paHHEH 3BOIOLIMEIT 3yKapuoT
MIpeTepIieNa psia U3MEHEHUIT HE TOJIBKO HUTPATHBIM,
HO U NO-curHaJuHr. B 4acTHOCTU, yBEIUUYMIIOCH
pa3HooOpa3ue (pepMEHTOB, YYACTBYIOIINX B Iepeaade
curHazia. Cpeay HUX paCTBOPUMBIC TyaHWIATIUKIIA3bI,
' M®-3aBrcuMble MPOTEMHKWHA3bI U (pochoanacTe-
pasbl, peryadpyemMble HUKIMYECKMMMU HYKJICOTHIAMU
KaHaabl. OgHAaKO JajieKo HE BCETraa YIOMSIHYThIE 3Be-
HbsI KacKaja nepegayy CUTHaja, 1aXe Y BOTOPOCIE,
MPUCYTCTBYIOT coBMecTHO ¢ NO-cuHtazoit [57]. ITo-
CJIeqHsIsI XapaKTepHa JJIsI XKMBOTHBIX, HO CPEIM pac-
TEHUII MPUCYTCTBYET JaXXe HE y BCEX BOIOPOCIEH.
BepositHo, coxpaHeHue reHoB NO-cUHTa3bl y psiaa
IMIOTOMKOB MNEPBUYHBIX (DOTOCHHTE3UPYIOIINX yKa-
pUOT JIMOO X TOPU3OHTATBHBIN MEPEHOC MEXKITY TaK-
COHOMMYECKU OTHaJICHHBIMU TIpyNHaMU pacTeHUM
[58]. Cpenu BUmOB, CKOpee BCEro, MMEIOIINX YKa3aH-
HEBI1 (pepMEHT KaK apXaudHyl0 OCOOEHHOCTD, BhIIIIE-
YIIOMSTHYTHIM MMKOIUIAHKTOHHBINA O. tauri [59]. Yxe
y Chlamydomonas okcua a3oTa HapaOaTbIBalOT HUT-
paT- U HUTPUTPEAYKTa3a, IpUIeM IIepPBhIiA (pepMeHT
CIIOCOOEH BBITIOJHATD TY K€ (PYHKIIMIO U Y BBICIIUX
pacteHuii [44]. B utore 3BOJIOLIMOHHOI CMEHBI UC-
TOYHMKOB OKCHJIa a30Ta MOCIeAHUI CTall MapKepoOM
JIOCTYITHOCTU 3K30T€HHOTO HUTpaTa, a He BETMYUHBI
SHIOTeHHOro N-ITyia, IPenCcTaBJIeHHOIO apTUHU-
HoM. OgHAKO 1 B 3TOM CJIy4ae COXpaHUJICS TIPUHITAT
CEHCHHTa OKCHJa a30Ta CIeUMaJIbHLIM ITeMOIIPOTEe-
UIOM — F€MOIJIOOMHOM.
®UBNOJIOTUS PACTEHUN Ne 1
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Kak BumuMm, yXe y paHHUX 3yKapuoT (BOIOPOCIN
1 TpUOBI), TIO CYILIECTBY, MOSIBUINCH OCHOBHbBIE KOM-
IMOHEHTHI TOTO KacKaaa HUTPATHOIO CUTHAJIMHTA, YTO
M3BeCTeH Ha nipumMepe Arabidopsis. OmHako pa3HOO0-
pa3yre COOTBETCTBYIOIIMX OEJIKOB HEBEJIMKO, YTO, BE-
POSITHO, CBSI3aHO C OTCYTCTBUEM NP depeHIIMPOBKU
Ha (PyHKIIMOHAIBHO Pa3HbIC TUIIBI KJIETOK.

PASBUTHUE HUTPATHOTI'O
CUTHAJIMHTA B ®PAHEPO30E

HUzmenenue okpyucaioujeil cpedvt

B daneposzoe (541 MiH. 1. H. 1 ganee) comepxka-
HUe KHcaopoaa B atMocdepe BapbupoBajio ot 10% B
MEePUOIBI MACCOBBIX BEIMUpaHuii 1o 30% — npu Hau-
oosremieM pacusete Xu3HM [33]. Bo3pocna 1 mHTEH-
CUBHOCTb HUTpMGUKALMKU. JIMIIb I Io0aabHBIX
OrocdepHBIX KPU3HUCOB OB XapaKTEPEH aHA9POOHBIN
MupoBoii okeaH ¢ mnpeoOiagaHueM aMMoOHus [60].
Kpowme Toro, Bech (paHEep0O30iiCKMIT S0H ITPOIOIKA-
JIOCh HAaKOIUIEHUE CBSI3aHHOIO a30Ta B CPe/E, YTO OT-
pa3uiIoCh B YBEIMYEHUH YPOBHSI a30TCOAEPKAIIINX BE-
IIECTB B OCagOYHBIX TTopoaax B 1.5 pa3za [35]. B urtore
yXe Ha pybexe smmakapus (635—541 MuIH. JI. H.) U
kemOpus (541—485 MJIH. JI. H.) IUMEHHO HUTPAT CTaJl
OCHOBHBIM MCTOYHMKOM a30Ta IS pacTeHUI, ompe-
JISJISTIOIIUM TPOAYKTUBHOCTh MOPCKHUX 3KOCUCTEM
[61, 62]. B HacTogIIee BpeMsI B COCTaBE OKEAHCKOTO
¢uTOMIaHKTOHA TOCHOACTBYIOIIEE ITOJIOXKEHUE 3a-
HUMAIOT HUTPOGUIbHbBIE 3eJICHbIE BOIOPOCIU, a HE
aMMOHUO(WIbHBIE WIN IUa30TpOodHEIE ITMaHOOAK-
tepuu [61, 63, 64]. CymmaLMs U3JIOKEHHOTO BbILIE
MIpuUBeIcHa Ha puc. 1B.

IIpencraBasieT MHTEPEC TO OOCTOSITETLCTBO, YTO C
IreOJIOTUYECKOM OUHAMUKONH OMOreOXMMHUYECKOTO
YKJIA a30Ta CBSI3BIBAIOT YepEIOBAaHUE XOJOMHBIX U
TEIUTBIX BIT0X, XapakTepHoe 114 ¢aHeposos [65]. Tak,
XOJIONHbBIE (“JIEMHUKOBbBIE™) AMOXU MPUYPOUEHBI K OT-
HOCHUTEILHO BBICOKOMY COAEPKAHUIO HUTpaTa B Mu-
POBOM OKeaHe, BCJIEACTBHE 3TOr0 — JEMOHUPOBAHUIO
yriiepona (pUTOIUIAHKTOHOM, YTO YMEHLIIAJIO YPO-
BEHb OJHOTO M3 OCHOBHBIX IIPUPOMTHBIX HAPHUKOBBIX
ra3oB CO,. B teruible anioxu cutyanusi oopatHas, ypo-
BEHb HUTpaTa HaXOOWJICS BMUHMMYMeE 1 IIpeo0Jianaio
reTepoTpodHOe BEICBOOOXIACHUE YyIepoda B aTMO-
chepy. OTpuliaTenbHble 0OpaTHBIE CBSI3U (B EPBOM
cilydyae yMeHbIIEHUE MyJIa JOCTYITHBIX (PUTOILIAHKTO-
HY MaKpO>3JIEMEHTOB M3-3a OTpaHUYEHMS CTOKA PeK
MIpHY OJieAeHEHNH, BO BTOPOM — HAKOIJIEHHE OMOTreH-
HBIX 3JIEMEHTOB B MMPOBOM OKeaHe BCJICACTBUE WUH-
TEHCU(pUKALIMM UX BbIMBbIBAHHUSI) OOECIIEYMIN KOJIe-
OaTeNbHBIN XapaKTep OITMCAaHHBIX N3MEHEHMI.

Cencune u noeaouieHue Humpama
6blCUMU pACMEeHUAMU

B nmepByio ouepenb YCIOXKHEHUE MEXaHU3MOB
CUTHAJIMHTa HUTPATa KOCHYJIOCh €0 TPaHCLICTOPOB.
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Y BBICIIIIX PACTECHUI ITOSIBWUIMCH MHOTOYMCIIEHHBIC
NRT1-6enku, paznuyaroniygecs: Mo CBOEH JioKaju3a-
i 1 GyHKmsM [44, 66]. Cpenr HUX M OCHOBHOI
ceHcop Hutpara y Arabidopsis — NRT 1.1, Haxonsuiics
MPaKTUYEeCKN BO BCEX OpraHax pacTeHUs, HO MpeXIe
BCeTo, B MeprcTeMax [66, 67]. Takoe IImpoKoe pacipo-
CTpaHEHWEe CBUICTETLCTBYET B ITOJIB3Y KaK (DM3MOIOTH-
YeCKOM 3HAYNMOCTH (DYHKIINIA, TaK U APEBHETO IPOMC-
XOXICHUS TAaHHOTO OeJIKa.

Paznoo0pasue TpaHCIIOpTEepOB HUTpaTa HU3KOTO
CPOIICTBA XOPOIIIO U3y4eHO Ha npuMmepe Arabidopsis.
NRTI1.5 nokanuzoBaH B nepuuukie, a NRT1.8 — B
MapeHxuMe KcujeMbl KopHs [66, 68]; NRT1.9 — B
KJIETKax-CITyTHUKAX (J103MBI KopHs [69]; NRT1.4 — B
npoBodieii cucreme yepeinka jgucta [70]; NRT1.7,
NRTI1.11 1 NRT1.12 — B kujiKax 3pejbIX TUCTheB [ 71,
72], Torma kak NRT1.6 — B IpoBoAsILIMX ITy4Kax ce-
Ms13adyaTKoB [73]. Takoit moauMop@du3M CBSI3aH C pe-
TyJISIOUE HE TOJBKO OPraHHOTO pacHpeIe/IcHUs
HUTpara (OJaHHYIO0 (YHKIWIO MOT Obl BBIIIOJHSTH
NRTI.1), Ho 1 MopdoreHe3a BereTaTUBHbBIX U IeHe-
paTUBHBIX OpraHoB. BeposTHO, muBepcudUKanus
cemerictBa NRT1 mpowncxonnna mpn cTaHOBJICHUH
MHOTOKJIETOYHOI OpraHu3ally U BbIXOJE paCTEHUM
Ha CyIly, KOIJa B YCJIOBHUSIX TeTePOreHHOCTU OKpPY-
XKampllell cpembl Havaja CKJIagbIBaTbCS OpraHHas
KOMMAapTMEHTALIUS TTyJIOB HUTpAaTa.

Ha npumepe Arabidopsis MOXHO TIpOCI€IUTh MO~
JUuMopduU3M TPaHCIIOPTEPOB HUTPaTa BbBICOKOIO
cponctBa ceMmerictBa NRT2. Tak, NRT2.1 cocpeno-
TOYEH B puU30AepMe U Kope KopHs [49], Torma Kak
NRT2.5 — B xunkax cGOpMUPOBAaHHEIX JIMCTHEB
[74], a NRT2.7 — Ha TOHOIIACTE KJIETOK 3apOJIbIlIa
[75]. B mociaemHem ciydae (QYHKLUHMOHUPOBaAHUE
WMEHHO BbICOKOA(p(UHHOro TpaHCIopTepa MO3BO-
JIsieT 00€ecCIeYuTh yCclex CEMEHHOTO Pa3MHOXEHUs
Jaxe TIpU a30THOM TojiogaHuu. COOTBETCTBEHHO,
MoKa3aHa CTUMYJISILIUST 9K30T€HHbIM HUTPATOM MpO-
pacTaHus CEMSH yXe B KOHIeHTpausax oT 100 (Ara-
bidopsis, TYAIIBHUK JeKapCTBeHHBIN Sisymbrium offi-
cinale (L.) Scop.) no 200 MkxM (oBctor Avena fatua L.,
SIIMEeHb IBYpsinHblit Hordeum distichum L.) [76, 77].
1 MM HuTpar TakxKe CTUMYJIMpPOBAJl IIpopacTaHue
CIIOp IIUTOBHUKA MYKCKoro Dryopteris filix-mas (L.)
Schott, cuctemaTyecku OTAAIEHHOTO OT IIBETKOBBIX
pacTeHuil TIpencTaBUTENISI IarlopoTHUKOB [78]. B
MpUBEICHHBIX CilydyasiX neificTBUe yKa3aHHOTO MOHa
ObLIO cBgI3aHO ¢ 3PdeKTOoM (puTOXpoMa, ITOmaABIsI-
JIOCh XJIOPATOM M HE 3aBUCEJIO OT MHTMOWUTOpa HUTPAT-
penykTa3bl — BojibpamaTa. DTO TIO3BOJISIET CHENaTh
BBIBOJl O HAJIMYMU KOHCEPBATMBHOIO MeXaHM3Ma CUT-
HaJIMHTA, 3aJICHCTBYIOILIETO TPAHCLIEITOPHI HUTpAaTa.

B xome 3BOTIOLNY OT OMHOKJIETOYHBIX BOIOPOCIIEH
JIO LIBETKOBBIX B TPAHCIIOPTE U paclpeaeaeHU HATpa-
Ta CTaJIM y4acTBOBaTh xjiopunHbie kKaHansi CLC/CLV
[66], a Takke He HalineHHbIe Y Chlamydomonas MenneH-
Hble aHnoHHbBIe KaHaiubl SLAC1/SLAH u Oenku ce-
MEMCTBa aKTUBUPYEMBIX aJIOMUHUEM TpPaHCIIOpTE-



62 HUKWUTHUH, U3MAWNJIOB

poB manata ALMT [44, 79, 80]. IIpaktnyecku Bce
OHU YYacTBYIOT B ajanTaliy pacTeHUil K BOTHOMY
nedunuty. Hanpumep, 6enok Arabidopsis SLAH3 ¢
HU3KUM CpOACTBOM K cyoctpary (Km 8.3 MmM) obGec-
MEYMBAET BBIXOI HUTpaTa U3 3aMbIKAIOIINX KJIETOK
YCTBUII U Aajiee 3aKphITUE YCTbMYHOM Imean. Cam
yKa3aHHBIN NOH B KoHIIeHTpanusx 20—100 MM ak-
tuBupyer SLAH3, nomaBnss Tpancnmpauuoo [80].
AHanornyHblii 3¢pdhekT HuTpata (>3 MM) Kak aKTH-
pupytontero SLACI1 anHTuTpaHcnMpaHTa ITOKa3aH
IS OMHOJOJBHBIX pacTeHUl — (DPMHUKA MajJb4aTOro
Phoenix dactylifera L. n ssumeHsI 0OBIKHOBEHHOTO
Hordeum vulgare L., 910 CBI3aHO C AByMSI TOUYEYHBIMU
MyTallMsSIMM B TPETbEM TpPaHCMEMOpPAHHOM JIOMEHE
yKa3zaHHoro KaHaza [81, 82]. BeposiTHO, 4yBCTBUTEb-
HOocTh SLACI1 351aK0B 1 TAJIbM K HATPATy CIIOKUIIACH
KaK oJHa M3 ajanTaluii K HapacTaBIIEil B HEOTreHe
(23.0—2.6 MJTH. JI. H.) 3aCyIIUTMBOCTH KJIIMaTa.

B pesynbTare COBEpIIEHCTBOBAHUS CUCTEM
TPaHCIIOPTEePOB HUTpaTa yBeJIuuuBaaach 3pdeKTuB-
HOCTb €ro IMOIJIOIIEHUST Y BUIOB U3 MPOTrPECCUBHBIX
TaAaKCOHOMMYECKUX TPYIII, TOrna Kak MPUMUTUBHbIE
pacTeHUsI YaCTO OKa3bIBAIMCh aJalTUPOBAHHBIMU K
MUHUMAJIbHOMY YpPOBHIO a3oTa HuTpodobamu. Y
ncuiaoTta rojoro Psilotum nudum (L.) Beauvois yxe
3.5 MKM HuTpat 6oJjiee 4eM BIBOE YTHETaJl IpopacTa-
HuUe crop, a 35 MKM — TpakTUYeCKU ITOJHOCTbHIO
010K pOBaJI TIPOIIECC HE3ABMCUMO OT IIPUCYTCTBUS B
cpene amMoHus [83]. IlocaenHuit Kak eTMHCTBEHHAS
¢dopma azora yxKe B KOHIeHTpauu 3.5 MKM Ha 50%
yBEJIMYMBAJI pOCT raMeToduTa INCUJioTa, a B KOHILIEH-
Tpauuu 35 MKM — mpakThdecku B 4 pa3a. AHaJIOTUY-
Hble pe3ybTaThl ObLIM TIOJyYeHbI JJIs IPO3MTOBHUKA
pacceueHHoro Botrychium dissectum f. obliquum (Muhl.)
Fernald [84]. O6a ucciegoBaHHBIX BUAa BeCbMa IIpH-
MUTHUBHBI B 9BOJIIOLIMOHHOM TLJIaHE Y MOTJIM YHacJe-
JIOBaTh 39KCTPEMaJbHYI0 aMMOHUOMUIBHOCTb OT
paHHMX Ha3eMHBbIX pacteHuii. HampoTtuB, Kak 3TO
ObLIO YITOMSIHYTO BbIllle, TPOpacTaHUe CITIOP IBOJIIO-
LIMOHHO MPOJABUHYTOIO NAallOPOTHUKA — IIMTOBHUKA
MY>KCKOTO cTuMyupyetcsi 1| MM HuUTpaTtom, mogo0-
HO MPOPaCcTaHUIO CEMSIH UCClIeTOBaHHbIX LIBETKOBBIX
pacteHmit [78]. Bo3aMoxkHO, 3T0 mpuMep PU3UOTOTH -
YeCKOI KOHBEPIeHIIMU.

MeHnee onuroTpogHBIil, YeM IICHJIOT U TPO3I0B-
HUK, TIpUMEp pacTeHUil, TakKe ITPEAIIOYUTAIOIINX
HUTpaTy aMMOHMIA — XBOMHEIE, OoJjiee IPEeBHUE, YeM
LBETKOBEIC pacTeHMs1. Ocoboe MeCTO 3aHMMAaeT Ta-
KO NMIPUMUTHUBHBIN UX MPEACTaBUTENb, KaK apayKa-
pust Opasusibckast Araucaria angustifolia (Bertol.)
Kuntze, y koropoii pocT Ha 4 MM aMMOHUM ObLI yI0-
BJIETBOPUTEIILHBIM, TOTJA KakK Ha 4 MM HUTpaTe Ha-
onmroganock azoTHoe rojiomaHue [85]. Ha mpumepe
cocHBI MaccoHa Pinus massoniana Lamb. mokasaHo,
YTO TOJIEPAHTHOCTh K BBICOKUM J103aM aMMOHUSI CBSI-
3aHa Cc IeMOHUPOBaHUEM a30Ta B (hopMe acraparmHa
[86], B KOTOPOM ydacTBYEeT apXaW4HBII PETYISITOP-
Hblid Oesiok Py [52]. BecbMma BeposSTHO, YTO JaHHas

dusnomornyeckass OCHOBa aMMOHUOMIWILHOCTH
yHacjieoBaHa OT APEBHEUIIIUX 3yKAPUOT.

Y nporpeccuBHBIX XBOWHBIX MPENNOYTEHNE HUT-
para Wiu Ipyroro MCTOYHMKA a30Ta 3aBUCUT OT YCJIO-
Buii. Tak, cocHBI Kopeiickas Pinus koraiensis Siebold &
Zucc. u oObIKHOBeHHas1 Pinus sylvestris L., enb Ko-
petickas Picea koraiensis Nakai 1 0COO€HHO JTUCTBEH-
HULIa onbIuHCKas Larix gmelinii var. olgensis (A.Henry)
Ostenf. & Syrach ripu HM3K0# 06eCTIeYeHHOCTH a30TOM

MPEANOUYTUTEIHbHO MOIIOIIATIN PN O;,aHe PN HI , TO-
r1a Kak Mpu BbICOKOM — HaoGoport [87]. B ycinoBusix
TeTJIMIbl COCHA KopeiicKas moryoliaia npeumMyliie-
CTBEHHO IJIUIIMH, TOTJA KaK JUCTBEHHUIIA TOHKOYE-
wyituarast Larix kaempferi (Lamb.) Carriere, my0
MoOHTONIbcKUt Quercus mongolica Fisch. ex Ledeb. un
opex MaHbwKypckuit Juglans mandshurica Maxim. —
HuTtpar [88]. 3aech 1 Bblllie HAIUIO TPHUMEPHI OCTe-
TMEHHOTO CTaHOBJIEHUSI HUTPATO(MUIbHOCTH.

Tpancodykuus numpammoeo cuenanra
¥ 8bicuiux pacmenuil

B xone 3BOMIOIIMOHHOIO YCIOXHEHUST MOpdoTre-
He3a BBICIINX pacTeHUil Ha 0a3e ceMeicTBa TpaHC-
nenTopoB HuUTpaTa HuU3Koro cpoactBa NRT1/NPF
CJIOKMJICSI OOLIMI MPUHIIUI KOTPAHCIIOpTa yKa3aH-
HOTO MOHa W pas3JuvHbIX (utoropmoHos (MYK,
ABK, xacmoHat, rud6epemunbl) [89]. Ha ocHoBe
Takoro pojaa (akToB ObljIa BHIABUHYTA TUIIOTE3a, YTO
pELENTOPHI HIOTEHHBIX CUTHAIBHBIX MOJICKYJI IIPO-
M30IIUIM OT TPAHCUENTOPOB M MX TOMOJIOTOB C HC-
KJIIOUMTEIbHO pelienTopHoi ¢dyHkuueit [90]. B xone
SBOJIIOLIMKA MOIJIA IIOCJIEAOBATEIbHO IIPOUCXOIUTH
necrermmanusanmsd NRT-0e1KOB 1O OTHOLIEHUIO K
JIMTaHJaM, BKJIIOYEHHE B UX YUCJIO (PUTOTOPMOHOB,
MOSIBJICHUE TOPMOH-TPAHCHOPTHON (PYHKIUU U €€
COIIpSDKEHME C CEHCMHIOM HuTpaTra. B pesynbrare
MOSIBMJIACh BO3MOXHOCTb PETYJISLIMM yKa3aHHBIM
MOHOM MHOTMX MOP(MOreHeTUHYEeCKNX IMPOIEeCCOB,
CBSI3aHHBIX C KOPHENIOOETOBOI OpraHn3amueii.

ApKuM TIOATBEPXKACHUEM TaKOTO IMPEnrnooxe-
HUS ABJIsieTcs mogasiieHue 1—10 MM HUTpaTOM 3KC-
nmopta MYK U3 KieTOK KOpHEBBIX NPUMOPIVEB Yy
Arabidopsis, 4TO TIPUBOAUIIO K JIOKAJTLHOMY HaKOTLJIe-
HMio aykcuHa ¢ ygactueM NRT1.1 [91]. [Tocnemumii
WHAYLUMPOBAICS YyKa3aHHBIM TOPMOHOM B 00JacTu
MECTHOIO MaKCUMyMa BHEKJIETOYHOI KOHLIEHTpaluu
HuTpata [92]. Takasi mojgoxuTeabHasi oOpaTHasi CBSI3b
Moria ObITh B OCHOBE 3BOJTIOIIMOHHO PAHHUX MEXaHU3-
MOB BETBJIEHUSI OCEBBIX OPraHOB €llIe 0 TOTo, KaK CJI0-
JKUJlach COBpEMEHHasi cUcTeMa TpaHCIIopTa U B3au-
MoIeUcTBUS (PUTOTOPMOHOB, BOBJIEKAIOIIast B ceOs
MHOTroo0pa3Hble TPaHCHOPTEPHI, PELENTOPHI U OeJ-
KM KacKaJoB CUTHaJIbHOM TpaHcayKuuu. Jlokanuza-
uusg NRT1.1, mpexxne Bcero, B 3ayaTKax pa3jIMYHBIX
yacTeil pacTeHust [67] CBUACTENBCTBYET B IOJIB3Y
YHUBEPCAILHOCTU CBSI3aHHOTO C HUM IIpoliecca
MecTHOTO cocpenoroueHns MYK B ygyactkax Mepu-
®UBNOJIOTUS PACTEHUN Ne 1
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CTEeMBI ¢ TIocnenytoleil nuddepeHINPOBKO UX 10
TeMIlaM pocTa.

Jlpyroii mpmuMep 3BOTIOIMOHHON HAACTPONKN Me-
XaHU3MOB HUTPATHOTO CUTHAJIMHIA — TIOSIBJICHUE
NLP-6e1K0B, OCHOBHBIX PEryJISITOPOB TPaHCKPHUII-
UM UHAYIUPYEMBIX HATPATOM I€HOB y Pa3IUuIHBIX
BUIOB C KOPHEIIOOETroBO opraHu3alueii 1 MOXoo0-
pasHoro Physcomitrella patens (Hedw.) Bruch &
Schimp., HO He y OOJBIIMHCTBA MCCJIETOBAHHBIX
KPaCHBIX M 3eJIEHBIX Bomopocieil [56]. Ilporeccel
nosiBiieHusT U auBepcudukauuy NLP-06enkoB Kop-
peIMpOBaIU C YCIOKHEHUEM OPTaHHO-TKaHEBOM Op-
raHM3aluru pacTeHUM, CTaB OCHOBOM MIJIsl LIMPOKOTO
Kpyra Mop(doreHeTH4eCKMX peakiuii, 3aIryCKaeMbIX
auTpatoM. [IpuMmepamMut MoryT ciry:kuTth cBsI3b NLP7
0eJiKa ¢ pOCTOM KOpHEBOM cUCTeMBbl, a Takke NLP8 — ¢
npopactanuieM ceMstH Arabidopsis [93, 94]. Pazmrausam
B CTPYKTYPE YKa3aHHBIX (haKTOPOB TPAHCKPUITILIUK CO-
OTBETCTBYIOT crielduueckre HabOpbl T€HOB-MUIIIC-
Heil. ITokazaHo, yto 6emok NLP7 uHaynumpoBan reH
JIpyroro peryisrtopa Tpanckpunonu — ANRI, moka-
JIM30BAHHOTO B ariekcax 60KOBBIX KOPHEU 1 Toaaep-
KMBAIOIIETO UX POCT B 000TaIlIeHHOII HUTPATOM ITOY-
Be, a Takke reH peuenropa UYK, AFB3, yaacTByio-
1M B TOpMOHAJILHOM perysiiuu pu3oreHesa [93].
Muirensto NLP8 6b11 ren ABK-8'-ruppoxcuiassl
CYP707A, xoTopasi KaTaIM3upoBaia IIEPBYIO peak-
nuio gerpaganuu ABK u TeM camMbIM BBIBOJIMJIA CE-
MeHa 13 cocTosiHUS TTokos [94]. Kpyr 3HaHMii 0 MO-
JIEKYJISIPHBIX ME€XaHM3Max Takoro poga auddepeH-
LIMPOBAHHBIX HUTPAT3aBUCUMBIX IIPOIIECCOB pOCTa
MopdoreHe3a MOpomonKaeT pacmupsarbes. CTaHO-
BUTCS IIOHSITHBIM, YTO BaXKHO€ 3HAYECHUE B DBOJIIO-
1 6enkoB cemelictBa NLP numeno nusmeHeHue pac-
IM03HAaBaeMbIX PETYJISITOPHBIX ITOC/ICA0BATEIbHOCTEM
JHK. HanmpoTnB, camM IIpWHIIAII ITepegaun CUTHAaJIa ¢
TPAHCLENITOPOB, Y3HAIOIIUX Pa3NYHbIC JUTAHIBI,
Ha IPOTEeMHKWHA3bI, (pochoprmmpyolnne KOHcepBa-
TUBHBIE (DAaKTOPHI TPAHCKPUIILIMU, KOTOPBIE 3aTeM
MUTPUPYIOT B SIPO, TIE B3aMOIEICTBYIOT C TeHAMMU--
MUIIEHSIMU, TUITMYEH 11 COBPEMEHHBIX 3YKapUoT U,
BEPOSITHO, YHACJIEAOBaH MMU OT o0I1Iero npeaka [95].

Hamu mokazaHo Ha IIpuMepe ropoxa MOCeBHOTO
Pisum sativum L., 9T0 cpeayn MUIIEeHEN TO3UTUBHOTO
CUTHAJILHOTO IEHCTBUSI HUTPATA Y BBICIIMX pacTeHUit
HaXOIUTCSI U CTAPTOBBIA (pepMEHT YIJIEBOTHOIO Me-
TabonmM3Ma — caxapo30CHHTa3a, oOecrieunBarolas
cyOCcTpaToM HapabOTKy CTPYKTYPHBIX MOJMcaxapu-
JIOB U PSII APYTUX GUOCUHTE30B [96, 97]. YuuThIBag,
YTO YKa3aHHBIN O€JIOK BBISIBJICH JaxKe y IIMaHOOaKTe-
puii [98], MOXHO mpenroaaraTh LIMPOKOE PacIpo-
CTpaHEHME U €r0 Pery/slUi HUTPATOM y IIHPOKOTO
Kpyra pacTeHUI KaK CIIoco0a CTUMYJISIIIMU POCTa Ie-
TepoTpodHbIX opraHoB. Cpeau HUX: CeMs3a4yaTok,
3apOobIIIeBas OCh, KOPEHb, TUIIOKOTWIb, a TaKXe
MPaKTUYECKHU BCE MEPUCTEMBbI pa3HOI TOKAIM3AlIUN.
B ynioMstHyTHIX TpUMepax BO3MOXKHBI pa3JIM4Ksl B CO-
OTHOIIIEHUY MTHTEHCUBHOCTE1 KOHCTUTYTUBHOM (Ha-
puMep, ¢ yd4acTUeM IUTO30JbHOII MHBEPTa3bl) U
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HUTPAT3aBUCUMOI YTUIIN3ALIMH CaXapOo3kl, UTO, B KO-
HEYHOM CYEeTe, Ha JOHOPHO-aKIIEIITOPHOM YpPOBHE
omnpezessieT BapUaHThl MEPECTPONKU apXUTEKTOHM-
KM pacTeHHUs] B 3aBUCUMOCTU OT OOECIIEYeHHOCTH
HuTpaToM. BKitag MO3UTUBHOTO HUTPATHOTIO CUTHA-
JIMHTa CaXapO30CUHTAa3bl B KOHKPETHBIE MOP(OreHe-
THUYECKME MPOLIECCHI — aKTyallbHasI TpobJjieMa, 110 Cy-
LLIECTBY, OCTaloIIasics Hepa3paboTaHHOM.

SAKJIIOYEHHME

INIporpeccuBHast HaIIPpaBJIEHHOCTh 3BOJIIOLIUN CU-
CTeM CEHCUHTa M Tepedayd CUrHaja HUTpaTa B Iie-
JIOM BBIpaxkaeTcsl B MOSIBJIEHUU OPTaHU3MOB CO BCE
0oJiee BLICOKOIT MpUCIOCabIMBaeMOCThIO K IITMPOKO-
MYy AVAaIla30Hy KOHILIEHTPALWili yKa3aHHOTO MOHA B
okpyxatomieil cpene. OT MepBbIX MPOKAPUOT K pas-
HOOOpa3HBEIM COBPEMEHHBLIM PACTCHUSIM ITOCTEIICH-
HO CIIOXUWIUCH U depeHIMPOBaHHBIE MEXaHU3MBI
CEHCHHTa U TIepefady CUTHAJIOB HUTpaTa, y4acTBYIO-
IIMe B PE3YIbTUPYIOIINX (PU3NOJIOTTYSCKIX PeaKIINSIX.
ITpu 3TOM peann30BaInCh Pa3IMUHbIE TUITHI 3BOJTIOIV -
OHHBIX U3MEHEeHU (TTapajieIn3M, KOHBEpreHLusT Ha
OCHOBE MCXOIHOM TOMOJIOTMHU, IEeBUALISI, a TakKXKe
nuddepeHINaNS CEMENCTB GEJIKOB OT OMHOTO Tpe-
IeCTBeHHMKAa). B Onmmkaiilieil repcrieKTuBe Ipes-
CTOUT Pa3BUTUE UCCIICAOBAHMI 110 U3YYCHUIO OpTaH-
HO-TKAHEBOI U BHYTPUKIIETOUHOM CHELM(GUKUA CUT-
HaJbHBIX KaCKaJoB, 3aIllyCKaeMbIX HUTPATOM, U MX
B3aMMOJICUCTBUIO C IPYTMMHU areHTaMu (CBeT, GpUTO-
TOPMOHBI, YIiieBOIbI U Ap.). C y4eTOM BasKHOCTH MO-
MyJISIUMY KaK eIMHUIBI BOJIIOLIMOHHOIO IIpoliecca
Ba>KHO BBISIBUTH BHYTPU- U MEXBUIOBYIO CITELIM(PUKY
TPaHCLENITOPOB HUTPATA U CBI3aHHBIX C HUMU ITyTei
rnepegayd CUrHAJIOB, BILJIOTH IO MOJIMMOpdU3Ma re-
HOB-MMILICHEN Yy TIpeACcTaBUTEIICd pa3HbIX KOOI~
YECKUX HUIII C LEeIbIO TTOBBILIEHUS TTPOIYKTUBHOCTU
KYIBTYPHBIX paCTeHUI U coXpaHEeHUsI OMOpa3HO00-
pa3usi IpUPOIHBIX KOMIUIEKCOB.

ABTODBI 3agBIISIIOT 00 OTCYTCTBUM KOHGINKTA WMH-
TepecoB. Hacrogiast ctaTbst He COOEPXKUT OIMCAHUS
KaKUX-JIM0O SKCIIEPUMEHTOB C YJACTUEM JIIOAEH U KU~
BOTHBIX B KQUeCTBE OOBEKTOB UCCIICIOBAHUSI.

Pa6orta BeINoTHEHA B paAMKaxX rOCyIapCTBEHHOTO 3a-
JaHus MUHUCTEPCTBA HAYKH U BBICIIIETO 0Opa30BaHUST
Poccwuiickoit @enepanym (tema Ne 121033000137-1).
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