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BBEAEHWE

Paree HaMm coo0IIAIOCh, YTO HUTPAT B PACTEHUSIX
SIBJISIETCSI HE TOJIbKO OTHUM M3 OCHOBHBIX UICTOYHUKOB
A30THOTO TMUTAHUsSI, HO TAaKXe BBIMOIHSECT APYTYIO
BaXKHYIO POJIb — CUTHAJIBHYIO [1]. OH perymupyer ak-
TUBHOCTb TPaAHCIIOPTEPOB, OOECIIEYMBAIOIINX €ro
CEHCHHT, MOIJIOIIEHEe, TPAaHCIIOPT Ha JajieKue pac-
CTOSTHMSI U 3allacaHue B pa3IMYHbIX opraHax. Kpome
TOro, Giaromapsl TaKOi PEryJISIHUM KOHTPOJIMPYETCS
AKTUBHOCTb (hDepMEHTOB, OTBETCTBEHHBIX 32 YCBOCHIE
HUTPATHOTO M aMMOHUITHOTO a30Ta, IIpeBpallcHue
pa3IMYHBIX aMUHOKHMCJIIOT, a TaKKe (DOTOCUHTETUYE-
ckasg accumwisiiivsi CO, U majabHeMIass MoaroToBKa
C-TIpomyKTOB, HEOOXOOUMBIX IJIsSI B3aMMOACHCTBUS
C- u N-merabonusma. TeM caMbIM CO3AeTCSI CUT-
HaJILHBIN KacKaJ B 0011[eM 0OOMeHe BEIIeCTB, KOTOPBIiA
B KOHEUHOM UTOTe obecrieuynBaeT (U3NOJIOTUIECKYIO
1I€JIOCTHOCTb PACTUTEILHOT'O OpraHU3Ma, HarpaBJIeH-
HYI0O Ha peaau3aliiio MPOIYKIMOHHOTO IIpoliecca.
PasButne sToro Tesuca Ha mpuMepe paciinGppoBKU
MCXaHMU3MOB HUTPATHOIO CUTHaJIMHTAa B PACTCHUAX
MPEICTABIISIET LIeJIb HACTOSIIEro 0630pa.

PELEITTOPDBI

MHTGFpaJ'ILHBIe 6GJ'IKI/I, JIOKAJIM30OBAHHLIC B I1JIa3-
MaJIEMME, MOI'YyT OJHOBPEMCHHO BBIIIOJIHATbL CCH-

Cokpamennsi: HP — nutparpenykraza; CC — caxapo30CHHTAa3a;
TOC — tperanoso-6-bocharcuHrasa.
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COPHYIO U TpaHCHOPTHYIO PyHKLMU. Takoe o0beamn-
HeHMe (YHKIMI 3KCIEePUMEHTAJIbLHO MOATBEPXKIE-
HO, a caMH PELENTOPEl M TPAHCIIOPTEPhI ITOJIYIMIN
HauMeHoBaHue “transceptors” [2]. Lllupokuii Kpyr
TPaHCLENTOPOB HUTpaTa Yy pacTeHUil OOBSICHSIETCS
X 3BOJIOLIMEI B YCIOBUSIX HECTaOMIbHOI obecrie-
YEeHHOCTU HUTPATOM.

Hauboinee ncciaeqoBaHHBIM TPAaHCLEITOPOM HUT-
pata sasiusietcst NRTI1.1 y Arabidopsis thaliana (L.)
Heynh. BeposiTHO, OH Xe 1 caMBIil YHUBEPCaITbHBIN
cpeny HUX BBHUAY JIOKAJM3alUMd Ha ILIa3MajieMMe
Pa3HOOOPA3HBIX TUTIOB KJIETOK M BO3MOXHOCTHU PETy-
JIMPOBATh CPOJACTBO K HATPATy B HIMPOKMX IIpeAesiax.
Crpykrypa NRT1.1 Bkmoyaer B cebs 12 TpaHCcMeM-
OpaHHBIX O-CITMpaJieit, 00pa3yIoIINX KapMaH JJisI cy0-
crpata [3]. C ncronb3o0BaHrEM TOYSUHBIX MYTALIAIA TTO-
Ka3aHO, YTO IS CITeIM(PUIHOIO CBSI3BIBAaHMUS YKa3aH-
HBIM OEJIKOM HUTpaTa KPUTHMYEH OCTAaTOK TMCTUIMHA
H356 [4]. ¥ romomora NRT1.1 — 6enka Zm-NPF6.6
KYKYPY3bl Zea mays L. B y3HaBaHUM CyOCTpaTa TakxkKe
Y4acTBYeT OCTAaTOK T'MCTUIWHA, JIOKAJU30BaHHLINA B
noyioxenuu 362 [5]. Ero 3ameHa Ha TUPO3UH IIPUBO-
Iujia K IoTepe TPAaHCHOPTHOII aKTMBHOCTHU. Y TOTO
Ke 00beKTa MyTallisl C 3aMEHOM TUPO3UHA B ITOJIOKE-
HuM 370 Ha TUCTUAMH B Apyrom romosiore NRT1.1 —
Zm-NPF6.4, y3narolieM xj0pu, npeBpailajia ero B
TpaHCHOPTEP HUTpaTa C BHICOKMM cpoacTBoM. Cie-
JIoBaTeJbHO, THCTUANH UMEET BaXKHOE 3HAUCHUE JJIs
y3HaBaHUSI HUTpaT-UOHa.
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B HacTosI11€€ BpeMsT aKTMBHO HUCCIIeIyeTCs XapaK-
Tep mnepecTtpoek MoJiekyiabl NRT1.1, 3amyckaemMbIx
IIpU CBSI3bIBAHMM HHUTpaTa. Y3HaBaHME CyOcTpaTa
LIEHTPaMM CBSI3BIBAHUSI BBICOKOIO CPOJICTBA, IO-BU-
JIUMOMY, BBI3bIBAET MX KOH(MOPMAILIMOHHYIO TMepe-
CTPOWKY Y aJUIOCTEPUYECKOE B3aMMOJIECHCTBUE C cail-
TOM aBTO(pOCHOPUINPOBAHMS, AAJIee IIPOMUCXOASIIETO
no octatky TpeoHuHa Thrl01 [6]. Takoe dochopu-
JIMpoBaHME OJIOKHMPYETCs MPU HACBILLIEHUU CyOCcTpa-
TOM M LIEHTPOB CBSI3bIBAHMSI HU3KOIO CpoAcTBa. Me-
TOJlaMH PEHTTEHOCTPYKTYPHOIO aHain3a, UCCIIEeN0-
BaHUSI (PIIYOPECLICHTHOIO PE30HAHCHOI'O IepeHoca
SHEPTUM M TOYEYHOIO MyTareHe3a IO0Ka3aHO, 4TO
dochopunmponanue 6eka NRT 1.1 BeI3bIBaeT nmucco-
UALMIO ero IMMEPOB U YBeJIMYEeHHE KOH(MOpMAIIM-
OHHOI1 TaOMJIBHOCT MOHOMEPOB, OOJIer4arollee BhbI-
cokoadduHHOE cBsI3pIBaHME HUTpaTa [4, 7]. Hapsoy ¢
3TUM, B MOHOMEPHOIi (hopMe TpaHCIIETITOpa TUCCO-
OUMPYET LIEHTP HU3Koad(PUHHOTO CBSI3LIBAaHUS, 00-
pa3oBaHHBII OCTATKAMU TUCTUIMHA 356 M IIIyTaMIHO-
BOW KUCIOTHI 476 OIHOM CYObe AMHULIBI Y TPEOHMHA 48,
JefiiinHa 49 — apyroit [7]. JIumepHas 1 MOHOMepHas
¢opmbel NRT1.1 paznnuarorcs He TOJBKO MO CPOI-
CTBY K CyOCTpaTy, HO M XapaKTepy B3alMOIEICTBUS C
MOCJIEAYIOIINMM 3BEHBSIMU IIEpeIadyll CHMTHajIa, pery-
JIMpyeMoro KoHgopmMaileil UTo30JbHOro N-TepMuU-
HaJILHOTO JIoMeHa. Y IUMepHOi (hOpMbI C ydacTUEM
00eunx cyOobeIMHULL 00pa3yeTcs MeTJIsI, a Y MOHOMEP-
HOM OHA TMCCOLIMMPYET 1 IIpHUoOpeTaeT BHICOKYIO Jia-
OuibHOCTH [7].

Taxum 00pa3oM, MOKHO KOHCTATUPOBATh, UTO B Ha-
cTosilliee BpeMsl SKCIepUMeHTalbHasi paciippoBKa
MeXaHuM3Ma CEHCHUHIa HUTpara €ro yHMBEpPCaJIbHBIM
tpancuentopoM NRT1.1 mpoaBuHyIach JOBOJIBHO TITy-
00Ko0. B oTHOImEHNN OAPYIrMX HUTPATHBIX TPAaHCIIOPTE-
POB TIOJTy4YeHbI JIMIIIb TIEPBbIe CBUIETEIHLCTBA BO3MOXK-
HOI pelienTopHOM posi. OHU BBHITEKAIOT U3 (HaKTOB
HapylIeHUSI Y HYJIb-MyTaHTOB IO COOTBETCTBYIOIINM
OeIKaM pa3IMYHbIX peaklnii Ha HUTpaT. B aToii obna-
CTU OTKPBIBAETCS IIWPOKOE MoJie I MOWCKa, II0-
CKOJIbKY CTAaHOBMTCSI OUYEBUIHBIM, YTO TPAHCIIOPTE-
PBI C CEHCOpHOI (pyHKIINEH — 3aKOHOMEPHOCTD, a He
WCKJTIOUEHUE.

BHYTPUKIETOYHAA IMEPEJAYA CUTHAJIA

[Tyt BHYTPUKIIETOYHOM Ilepedadyu HUTPATHOTO
CUTHaJIa BKJIIOYAIOT B ce0s1 AEMCTBUE NPOTEMHKIHA3
Ha (paKTOpbl TPAHCKPUNILIMM, KOTOPbIE UHAYLIUPYIOT
JIMOO perpeccupyloT pa3indHbie reHbl. Ha obenx yka-
3aHHBIX CTAOUSIX TPAHCAYKIIMH IIPOVCXOOUT YCUIICHUE
CUTHaJla 3a CYET B3aMMOJEKCTBUS OOHOM aKTHMBHOM
MOJIEKYJIbI O€JIKa CO MHOXKECTBOM MOJICKYJI-MUIIICHEH,
TeM CaMbIM peajn3yeTcsl IIPUHIIMII OTBeTa “BCe WJIU
ardyero”. IToMMMO OCHOBHBIX YKa3aHHBIX 3BCHBLEB
CUTHAJIbHOM TpaHCOYKILIAM, UMEST MECTO W ILEJIbIi
psiI BCIOMOTaTeJIbHBIX, YTO ITO3BOJISIET MOTU(DUIIM -
poOBaTh OTBET Ha HUTPAT B 3aBUCHUMOCTU OT APYTUX

¢akTopoB cpebl, a TaKXKe pACIIUPUTh KPYT MUILIE-
HEUW U YPOBHEN PETYJISLIMN.

IIpomeunkuna3snulii Kackao

IlepBble vccnenoBaHus MexaHU3Ma Mepeaayr HUT-
paTHOrO CUTHaja ObUIM MPOBEIEHbI Ha OTIAEIEHHBIX
JINCTBSIX 3J1AKOB C MPUMEHEHNEM MHTMOUTOPHOTO aHa-
JIn3a. DTO MO3BOJIMJIO BHISIBUTH yYacTUE B peaau3aliu
3 heKTOB HUTpaTa OCHOBHBIX BHYTPUKJIETOYHBIX MeC-
CEeHXKepOB — NMpoTeuHkuHa3. Ha nmenune Triticum
aestivum L. mokazaHbl akTuBalusi umu ®EIT-kapbok-
CWJIa3bl U THTUOWPOBaHUE — caxapo3odochaTcuHTa-
361 [8]. ¥ KyKypy3bl Zea mays L. ”THIyKIIMsI HUTPATOM
cTapToBbIX (pepMeHTOB N-MeTabonr3Ma Oblaa OIo-
cpelloBaHa He TOJIbKO MPOTEeMHKWHA3aM1, HO U TIPO-
teuHpochartazamu [9]. Ilocienyroline OIBITHL C
KJIOHMPOBaHVEM IT€HOB U IOJIyYeHHUE IIIMPOKOTO Ha-
06opa NedUIUTHBIX MO PA3IMYHBIM PETYISITOPHBIM
OeslkaM MyTaHTOB Arabidopsis 00oTaTUIN IIPEACTaB-
JICHUS O TIyTSIX BHYTPUKJIETOYHOM Mepeaadyr HUTpaT-
Horo curHaja. B yacTHocTH, C HCIOJb30BaHUEM
HYJIb-MYTaHTOB cipk& OBLIO MOKAa3aHO y4acTHE IIPO-
terHkuHa3bl CIPK8 B uHaykumu 25 MM HuUTpaTOoM
reHoB TpaHcriopTepoB Hutpara NRT1. 1, NRT2. 1, nByx
n3odopm HuTparpenykrassl (HP) — NIAI, NIA2, aut-
putpenykta3bl NIR, riayraMuHcuHTeTasbl GLN2,
TIII0K030-6-ochatnernaporenassl GOPDH3 wn np.
[10]. 3meck ke mokazaHo ygactre CIPKS8 B HuTpar3a-
BUCUMOM TOPMOXEHUU POCTa TJABHOTO KOpHS. Y
TPOMHBIX MYTAHTOB IO APYTMM IPOTEMHKMHAa3aM —
cpk 10 cpk30 cpk32 — He TIPOSABIISIIIACH POCTOBAS peaK-
111 TIOOETOB Y KOPHEI Ha HUTPAT, YTO TAKXKe MPeIIno-
JlaraeT MX poJib B Mepeaaye HUTpaTHOro curHana [11].
C npuMeHeHueM (i1yopeclieHTHOM METKU MTOKa3aHo,
YTO aKTUBMpOBaHHbBIC MpoTenHKMHa3el CPK 10, 30, 32
CMOCOOHBI MUTPUPOBATh U3 LIMTO30J151 BHYTPb S11Ipa,
rIe JIOKaIM30BaHbl WX MulIeHU. Bce ykazaHHbIe
MPOTEMHKUHA3bl AaKTUBHbI TIpU KOHLIEHTpAaLUsIX
HuTpara nopsinka 1—5 MM u 6o1ee. Kpome Toro, ripu
OTMEYEHHBIX KOHLEHTpALIMSIX MPOUCXOANIa UHTEH-
cuBHasg HapaboTka AM®, aKTMBHPYIOIIETO MpOTE-
nHknHazy AMPKal [12].

IMporewnknHaza CIPK23, dochopunmpyromas
NRTI1.l npu KOHIEHTpalUsX HUTpaTa MOpsAKa
0.1-0.5 MM, cama uHaynupyercsa uM. B coorBeT-
CTBUM ¢ 3TUM 3Kcripeccus reHa CIPK23 noHm:KeHa y
myTaHTOB chll, nepekTHBIX o NRT1.1 [10]. B uccie-
JIOBaHUSX, IIPOBEICHHBIX Ha HYJIb-MyTaHTax cipk23
Arabidopsis, ObLJIO TTOKa3aHO YBEJIMYEHHE IKCIIPEC-
CHM T'eHa TpaHCHopTepa BEICOKOTo cpoactBa NRT2. 1,
OOBIYHO MHAYLMPYEMOTO MpPU a30THOM TOJIONAHUU,
YTO TO3BOJIMJIO CAEIATh BBIBOJ O HETaTUBHOM pery-
Jsiumu 6enkom CIPK?23 peakuuit Ha neUIAT HUT-
pata [13]. B npyrux omnbitax oBepakcupeccuss CIPK23
OJl0KMpoBajla OTBETHl Ha MOBBIIIEHHBIA YPOBEHb
Hutpata [14]. He sicHO, MpOUCXOIUT JU 3TO BCJE-
CTBUE AEUCTBUSI aKTUBHON MPOTEeMHKWHA3bl HA pa3-
JIMIHBIC MUIIIeHH, TM00 ToabKo Ha NRT1.1 ¢ mocie-
®U3UOJIOTUS PACTEHUN Ne 1
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IYIOIIMM HapylIeHHEM aKTUBALUM Ipyrux 3ddek-
TopHBIX OenkoB, Takux kKak CIPKS, 10, 30, 32. Bce
5TO TOBOPUT O TOM, UTO BOIIPOC O BO3MOKHOM BKJIAJIe
nporenHKMHAa36l CIPK23 B miepenauy curHaima HUT-
paTta mpu pasHbIX OMarna3oHaxX €ro KOHLEHTpalWii
OCTaeTCsI OTKPBITBIM.

Daxmopvt mpanckpunyuu

Ha ocHoBe nneHtudukanmu cnelupuieckKux mo-
clienoBaTeIbHOCTE Y Arabidopsis, XapaKTepHBIX IS
MPOMOTOPOB HUTPATUHAYLIMOEIbHBIX TEHOB, MOXHO
MPEAnoJOXUTb HAIMYKE (aKTOPOB TPAHCKPUITLINU,
creunpUIHBIX IjI HUTPATHOTO curHajauHra [15].
OHu OBUTH 3KCIIEPUMEHTAJILHO BHISIBJICHBI, a y3HaBa-
€Mble UMM YYaCTKH IMPOMOTOPOB MOJy4YUIN Ha3BaHUE
yuc-snemeHToB NRE (nitrate-responsive cis-element).

IlepBbiM ObLT HalimeH (akTop TPaHCKPUIILIUU
ANRI1 Arabidopsis, nokanu3oBaHHbII B ariekcax 00-
KOBBIX KOPHEil U CTUMYJIUPYIOIINI POCT TOCIETHUX
B O0OTrallleHHBIX HUTPATOM YYacTKaxX MHO4YBBI [16].
VkazaHHBIN 0€JIOK OTCYTCTBOBAJI B (DOPMUPYIOIINX-
csl KOpHEBBIX mpuMopausx [17]. BeisgBieHa Molieky-
JISIpHAsI CeTh U3 1enoro pstna MADS-6e1KoB, B TOM
yuciae ANRI, KoTopble BXOOIT B €IWHBINA KacKas
HUTPATHOTO CUTHAJIMHTA, PETYJIUPYIOIIEr0 KOOPAr-
HHUPOBaHHEIN POCT INIAaBHOTO 1 OOKOBBIX KOpHeii [17].
T'omosor ANRI ¢ aHamorngHoi GyHKIIMe oOHapy-
KeH y puca Oryza sativa L. [18].

YV Arabidopsis ioka3aHa pernpeccust 7.5—15 MM
HHUTPATOM T'eHOB, Konupytomux oeiaku PAP1, PAP2,
GL3 u Bxomsiye B KOMIUIEKC C HUMU ApyTue paKTo-
pbl TpaHckpunuu — CPC, ETC3/CPL3 [19]. Yka-
3aHHBIE OEJIKM COBMECTHO MHAYLMPYIOT TeHbI KIIIO-
YeBBIX (DEPMEHTOB ITyTM OMOCHHTE3a aHTOILIMAHOB:
xajnkoHcuHTtassl CHS, dnaBoHoiacuHTasel FLSI, nu-
runpodaaBaHoapenykradbl DFR, aHTOLIMAaHWINH-
cuHTa3bl ANS. Y Toro xe oobekTa 3—10 MM HUTpaT
uHAyuuponai reusl LBD37, LBD38 v LBD39, xonu-
pylollIe perpeccophbl TEHOB BBIIIEYIOMSIHYTHIX O€JI-
KoB PAPI n PAP2. IlapamneapbHO ¢ IpUMEHEHUEM
JHK-MukpouyunoB nokasaHo, 4to oeaku LBD37 u
LBD38 oTBeTCTBEHHHI 3a PEIPECCUI0 HUTPATOM I10-
gyt 200 TeHOB, pasaMYaromnxcs QYHKIIMOHAJIHLHOMN
crieuudukoit [20]. B yncne KonupyeMbIx UMU OeJi-
KoB — TpaHcnoptepbhl NRT2.1, NRT2.2, NRT2.5,
NRT3.1, rmyramuncunTetaza GLN1.4, mioko30-6-
docharnernaporeHazsa G6PD2, daxkropsl TpaH-
CKpUITLIMHY, YYACTBYIOIIYE B HajibHEMINEH Itepenaye
HutpatHoro curHaiga — WRKY38, NF-YA10, NAC55
U psii NPOTEeMHKWHA3, GochopuIupyolIuX IIyTa-
matHbii petentop GLR1,2. Takke moka3aHa CBSI3b C
oBepakcnpeccueit renoB LBD37, LBD38 u LBD39
LIEJIOTO psifa UBMEHEHUI, TaKMX KaK YMEHbIIeHUe
collepKaHWsl BHYTPUKJIETOUHOTO HHTpaTa, psaa
aMWHOKMWCIIOT ¥ aMuI0B, akTuBHOCTH HP ipm omHo-
BpPEMEHHOM HaKOIUIeHUU Kpaxmaia. Kpome Toro,
aKTUBU3HUPOBAJIOCh BETBICHNE ITOOETOB Y OCHOBAHUSI
HaA3€MHOI YacTH.
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beakmt NLP — omam M3 OCHOBHBIX (DaKTOpPOB
TPaHCKPUIILIMU B peanusaluu aeiicteus 3—5 MM
Hutpata. Ha npumepe Arabidopsis moka3aHa akTUBa-
M X IIPOTeMHKMHA3aMM, MUTPALX B SIIPO U y3HA-
BaHue TmociaenoBareibHocTeit NRE B mpomortopax
IIIUPOKOTro Kpyra reHoB epBUYHOI'O OTBETAa HAa HUT-
pat [11, 21]. Cpenu mocaeIHUX TeHBbI HE TOJBKO
TpaHcrioptrepoB — NRTI1.1, NRT2.1, HP — NIAI,
NIA2, nutputpenykrasbl — NIRI, ThyTaMUHCUHTE-
ta3pl — GS2, DEI1-kap6okcuiassl — AtPPC1-AtPPC3,
HO U cIiemupuIecKnux OeIKOB, BXOASIINX B KacKas
TpaHCAYKUMU HUTpaTHOTro curHaina — ANRI, LBD37-
LBD39, NLA, AFB3 [22]. Takas nmomupyHKIIMOHAIb-
HOCTBh 0e1KoB cemeiicTBa NLP oObsicHsIeT ux yyacTue B
peam3aiyy Kak OMOXMMMYECKUX, TaK U MOpgoreHe-
Tmyeckux 3ddekroB HuTpata. NLP7 ctmmymmposan
pocT KopHeBoit cucteMbl, NLP8 — ripopacranue ce-
MstH [22, 23]. TIpu UCIOJIb30BaHUU XMMEPHbBIX OeJl-
KoB Ha ocHoBe NLP, comepskammx perpeccopHEBIit
JIOMEeH, ObLIO IMOAABJICHO KOHCTUTYTUBHOE HapacTa-
HHe JINCTHEB U 1IIBETOHOCA, KaK 0Ka3aJI0Ch, TAKXKE I10-
TEHIIMAJILHO PeryaupyemMoe HuTpaTtom [21].

HaitneHsl penpeccopbl, MHAyLIUPYEMbIE HUTpa-
TOM B BBICOKOM, Topsiaka 50 MM, KOHIEHTpaluu.
Orto 6emok CHOI1, mopapisgiomuii mpopacTaHue U
poct cestHLIeB Arabidopsis [24]. Y puca BBISIBIIEH OpY-
roit penpeccop, NIGT1, y3Harouuit HyKJI€OTUIHbIE
nocienoBatelibHOCTH — GAATC i GAATATTC —
B IIPOMOTOPAX psiia TeHOB, B TOM YKCJIE OIIPEAEIsIIO-
MX cuHTe3 xjopoduiuia [25]. Takoro poma OeaKu
YY4acTBYIOT, CKOpee BCEro, B peakllMy Ha U30BLITOY-
HBII1 ypOBEHb HUTPATa KaK CTPECCOBBII (pakTop.

Crnimcok M3BeCTHBIX (PaKTOPOB TPAaHCKPUIIILINU,
BOBJICUCHHBIX B TPAHCAYKIIMIO HUTPATHOTO CUTHAJIA,
npoaoJoKaeT pacmpsthes. Y Arabidopsis o6Hapy-
xeH 6ermok TCP20, KoTOphIit BBI3BIBAII JTOKAJbHOE
BETBJICHME KOPHEW MpM Haiuuuu 5 MM HuUTpara B
cpene [26]. Kommiekc TCP20 ¢ NLP6/7 B otcyr-
CTBHE HUTpaTa MUTPUPOBAJL B SNPO, Ie MNOANECPXKU-
BaJI Ha ()OHOBOM YPOBHE 3KCIPECCUIO TeHOB TpaHC-
nenrtopa Hutpata NRT1. 1, HP NIAInu NIA2, a takxe
reHa IUKJINH3aBUCUMOM TTpoTemHknHa3el CYCBI, 1,
BOBJICUCHHOI B PETYJISILIAIO KJIETOYHOTO IIUKJIA B Me-
pucteMe KopHs [27]. BeIsIBaeHAa MHAYKIIMS HUTpa-
ToM TeHOB TGAI, TGA4 w namee NRT2.1, NRT2.2, B
WUTOre TIPUBOISIIAS K CTUMYJSIIUU TTOTJIOLIECHUS
YKa3aHHOTO MOHA, pocTa OOKOBBIX KOPHE U KOpHe-
BBIX BOJIOCKOB [28, 29]. CKkopee Bcero, 3TOT IepedeHb
He UcyepraH.

ITpoBeneHHbIN KpaTKUif aHAJIU3 TaHHBIX MTO3BO-
JISIET CAEJATh BBIBOM, 4TO Hapsany ¢ NLP-dakropamu
TPAHCKPUMIIMU, BXOASIIMMU B MEPBUYHBIN KacKan
OTBETa HAa HUTPAT, CYLIECTBYIOT U ApYrue (pakTophl,
KOTOpbIE UHAYLIMPYIOTCSI UIW perpeccupyroTcs: oen-
kamu NLP u Bxonat Bo BropuuHbie (ANR, LBD) unu
eme Oosee otmaineHHble (PAP, GL, NAC, NF-YA,
WRKY) curHanpHble Kackanbl. B yncie nx munie-
HEW U TEHBI, KOOUPYIOIINE TPAHCIIENITOPBl HUTPATA,
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YTO YBEIUYUBAET YYBCTBUTEIBHOCTD KJIIETKU K JAH-
HOMY MOHY.

Youxeumun-npomeacomuas cucmema

Hapsny ¢ aktmBanmeit Myt THTrMOMPOBAHMEM yXKe
MMeIINXCsl PEPMEHTOB U BKCIIPECCUEH TEHOB-MMU-
IIEHEH BaXKHOE 3HAYCHUE B peain3alliid HUTPATHOTO
CUTHAJIMHIAa UMEET PEryJIsILUs CTAOUIBHOCTU OEIKOB
C yyacTueM YOMKBUTHH-IPOTEACOMHONM CHUCTEMBI.
OnHuM 13 e KOMIIOHEHTOB, 3aciiCTBOBAHHBIX B HUT-
PaT3aBUCUMBIX ITOCTTPAHC/IILIMOHHBIX IIPOLIECCaX, SiB-
JIsieTcsl THOynupyeMasi ¢ yyactueM oejikoB NLP youk-
Buturimraza NLA. C npuMeHeHneM HYJIb-MYyTaHTOB
Arabidopsis nla noxazana ee He0OOXOOIUMOCTD IIJIST OT-
BeTOB Ha 3 MM HuTpart rpotus 10 MM. B yactHOCTH,
deHOTUIT Nla B yKa3aHHBIX NE(PUIIMTHBIX YCIOBUSIX
OTJIMYAJICSI PpaHHUM CTapeHHeM, HU3KMM ypPOBHEM
aHTOLIMAHOB U BICOKMM — JIurHuHa [30]. Kaxk BbIsic-
HHIIoch, 6e1ok NLA JToKaim30BaH B CUTOBUIHBIX
TpyOKax 1 KJIeTKaX-CIyTHUKAaX, T1e HEIOCPEICTBEHHO
B3auMoJelicTByeT ¢ TpaHcnoptepoM NRT1.7, 3zamyc-
Kasl €ro Aerpamaluio, 4To IIPUBOIUT K IOMABICHUIO
(bI03MHOI peyTWIIM3AN HUTpaTa U3 3peJIbIX JTUCTHEB
B MOJIOJIbIE U B UTOTe — K COXPAaHEHUIO MHTEHCUBHOTO
¢orocunTe3a y mepBbix U3 HuX [31]. ITomumopdusm
cBs13aHHBIX ¢ NLA (deHOTMIIMIeCKIX OCOOEHHOCTEH
CBUIETEJILCTBYET O Pa3sHOOOpa3uu OeJIKOB-MUIIEHEH
JTaHHOI YOMKBUTUHIATA3HI.

Bzaumodeiicmesue c kanvyuesoii
CUCHANBHOU CUCIEMOLL

B nocnemH1e roabl aKTUBHO UCCIIEIYETCS yaacThe
B MEXaHM3Me TMepenadyr CHUTHaja HUTpara TaKoro
BTOPUYHOIO MeCCeHIXepa pa3IMUYHbIX CUTHAIBHBIX
KacKaloB, KaK KaJIbIIii, a TAK:Ke aKTUBUPYEMBIX UM
pPeryIITOpHBIX 0eJIKOB. B KoHUleHTpanmnu 5 MM HUT-
par ¢ yJyacTHEeM BBIIICYNIOMSIHYTOTO TpaHCIUENTopa
NRTI1.1 BEI3BIBANI B KOPHSIX Arabidopsis akTUBaLIIO
dochomumazer C, yBeIMUYeHUE YPOBHS WHO3UTTPH-
docdara 1 Kak CIeACTBMEe — aKTUBALIUIO KaJIbIIEBBIX
KaHaJI0B [32]. DTo IpUBOIMIIO K POCTY B LIUTO30JI¢ KOH-
LIEHTpalMU Kaiblius. B cBoto ouepeb, ocieTHui ak-
TuBMpoBai nporemHkruHasel CPK10, 30, 32 [10]. B
WUTOTE IMMPONCXOAUIIO HUTpaT3aBUCUMOe (pochopuii-
poBaHue 60enka NLP7 u mocnenyromiass peryiasus
TPAaHCKPUIMLIMU IIUPOKOTO KPYra BHILIECYITOMSHYThIX
reHoB-muineHeit [10, 32]. Kak oTpaxeHHe TaKoOTo
pona CBS3ei HUTPATHOTO M KaJbIIMEBOTO CUTHAJIOB,
AHTArOHUCTHI KAIbLIUS HapyllaJu WHAYKIIWIO HUT-
paToM TpaHCIOPTEPOB HUTpaTa WM AMUHOKUCIIOT,
¢dEPMEHTOB a30THOI'O M YIJIEBOJHOTO METa0O0IM3Ma,
($akTOpOB TPAHCKPUIILIMU, a TaKKe HUTPAT3aBUCHU-
MBIE€ POCT UM TO3eJICHEHUEe CeMIIoyieil M HaCTOSIIINX
ymcTteeB [10].

B nepemaye HUTpaTHOrO CUTHaja MOIYT OBITH 3a-
JIECTBOBAHBI PA3HOPOIHBIE CEHCOPhI KaJblLIUsI, Ha-
npuMep, KanbLuuiiHelipuH-B-nonooHbie 6enxku (CBL),

y4acTHe KOTOPHBIX OXapaKTepU30BaHO y apaOdMIonCu-
ca. [Ipu oTcyTcTBUM HUTpaTa B cpelie MMela MECTO
nHayknust CBL7, HeobxomuMasi 11l SKCIIPECCUU Te-
HOB, KOOUPYIOIIMX TPAHCIIOPTEPHI BHICOKOIO CPOII-
crBa — NRT2.4 u NRT2.5 [33]. B cayyae nedpuimra
Hutpara CBL8 aktuBupoBan nporernHkuHasbl CIPK7,
CIPKI12 u CIPKI14, perymupytommue C/N-curHa-
junr, a CBL1 u CBL9 aktuBupoBanu CIPK23 [34,
35]. CIPKS8 Takxke OTHOCWJICS K YHUCIY MUIIEHEM
CBL [10]. Y myTaHTOB cbl7 11py OTCYTCTBUM HUTpaTa B
cpeze poCT KOPHEBOI CUCTeMbI M HAKOILJIEHME HUTpaTa
ObUIM yTHETEHBI CUJIbHEE, YeM y TUKoro Tura [33].

NO kak nocpednuk 6 nepedaue cuenara

C ucrnonb3zoBanueM gedekTHbIX o HP myTanTOB
JIoKa3aHa He3aBUCUMOCTb OOJIbIIMHCTBA CUTHATBHBIX
3¢ deKkToB HUTpaTa OT HApaOOTKM €ro MeTaboIude-
CKMX TTPOU3BOJIHBIX — HUTPUTA, aMMOHUSI, [JIyTamara
u 1p. [36]. U3BecTeH caMOCTOSITEIbHBIN MH(pOPMA-
LIMOHHBII areHT — MoHooKcu T a3oTa (NO), y pacTeHmiA
cneluYecKy oopa3yeMblii 13 HUTpaTa HEPH3MMAaTH -
YECKUM JINOO S3H3UMATUYECKUM IMyTeM 1 BbI3bIBAIOIIUIA
LIEJIBIA psio HUTpaT3aBUCUMBIX peakuuii [37]. Ilo co-
BpeMEHHBIM MpeNCTaBJICHUSIM, BaxXKHEHIIUN dep-
MeHT, HapabaTteiBarowuii NO y pacteHuii — HP, To-
rna kak NO-cuHTa3a, cyoCTpaToM KOTOPOM SIBJISIETCS
ApTMHUWH, MPaKTUYECKU OTCYTCTBYET Y BBICIIMX MX
npencrasureneit [37, 38]. ¥V Tabaka Nicotiana ta-
bacum L. ckopocTb (epMEHTAaTUBHOI HapabOTKU
NO Ha mia3MageMme KJIETOK pU30JepMbl 3aBHCeIa
OT YPOBHSI HUTpATa B cpejlie U BCASACTBUE 3TOTO caM
OKCUJ a30Ta SIBJSUICS CBOEro poia WHAMKATOPOM
HUTpatoobecneyeHHOCTH [39].

YV myranTtoB Arabidopsis nial, nia2 BcneacTBue Jie-
¢unura NO ObUIO HapylIeHO 3aKpbIBAHUE YCTBHUIL
[40]. V pacTeHmMiT TUKOTO THUIIA TIPUA OITUMAaJIHLHOM
ypoBHe NO CTUMYJIHUPOBAJ POCT U BETBJICHUE KOP-
Hel, aKTUBMPOBaJI TpaHcHopTepbl HuTpara u HP.
I1pu KoHLIEeHTpaIMy HUTpaTa Iopsiaka S MM B cpefie
WJIY IPUMEHEHU U 3K30T€HHBIX TOHOPOB OKCUAA a30-
Ta, a TAKXKE Y MyTAaHTOB 710X I, OTJIUYAIOLINXCST BBICO-
KMM YPOBHEM SHJIOT€HHOTO OKCH/IA a30Ta, BBUIY I10-
BBILIEHUSI €r0 DHIOTEHHOTO YPOBHSI TOCTUTAIOCH
WHTHOMpPOBaHUE POCTa KOPHEM, HUTPATTPAHCITOPT-
HOI 1 HUTPATBOCCTAHOBUTEIILHOM aKTUBHOCTEH [41,
42]. Orcioga MOXHO moJjaratb, 4To NO — oauH u3
BO3MOXKHBIX MECCEHIKEPOB B PETYISIIUM HUTPATOM
COOCTBEHHOI'O TOMEOCTa3a B PACTCHMUSIX.

Oxcua asora peryjupyer IIUPOKUN KPYyr mpo-
IIECCOB, IIPSIMO HE CBSI3aHHBIX C YCBOCHHEM HUTpPA-
Ta. B yacTHOCTH, TIpOpacTaHNe CeMsIH U IIBETCHHE.
Y wmytaHTOB Arabidopsis nosl, XxapakTepu3yeMbIX
HU3KM ypoBHeM NO, 3amnBeTaHUe OBLIO paHbIIE,
YeM y OIMKOTO THIIa, TOTHA KakK y noxI HacTymaio
nosnHee [41]. CnenoBaTenbHO, YKa3aHHbBIE TIPOLIEC-
CBI TAaK3K€ MOTYT PETYIMPOBAThCS HUTPATOM KaK JTO-
HOPOM OKCHJIa a30Ta.
®UBNOJIOTUS PACTEHUN Ne 1
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Takum oO6pa3om, B HACTOSIIEe BPEeMsI BBISIBJICHBI
pa3HOOOpa3Hble YYACTHUKU CUTHAJBHBIX KacKaloB,
IuddepeHIMPOBaHHO BOBJICUCHHEIE B PeaiM3allnio
OTBETOB Ha HM3KMI, ONTUMAIBHBI U CBEPXOIITH-
MaJIbHBIN ypoBHM HUTparta. IIpeacraBieHne o6 3Tom
JIaeT cxeMa Ha puc. 1, Tae HeHTpaJbHYIO pOJIb B pery-
JISIMAM OTBETOB HAa HUTPAT MMeeT KacKalm TpaHCOyK-
LAY CUTHAJIA, BKIIOYAIOILINI TpaHCLIENTOPHI Ha IJ1a3-
MajeMMe M Jajiee HU3KOMOJICKY/ISIpHbIE BTOPUYHBIC
MECCEHIKePbl — MHO3UTTpUMOCHAT, KAJIbILIMIA, M BTO-
pu4yHble 3(hPEeKTOpHBIC OCIKM, TaKMe KaK IMPOTEUH-
KMHAa3bl, KaJbLUUIHEHpUH-B-nog00HbIe Oeku, hak-
TOPBI TPAHCKPUIILIM, YOUKBUTUHINTA3bL. MHIyKIIMIO
HUTPATOM COOCTBEHHBIX TPAHCLIETITOPOB MOXKHO pac-
CMaTpUBaTh KaK CIIOCO0 YCUJIEHMSI UICXOMHOIO CUTHAJIA,
a BBIIICYTIOMSIHYTYIO HUTPaT3aBUCUMYIO MUTPALIMIO aK-
TUBUPOBAHHBIX MPOTEMHKWHA3 B SIApO — Kak (hyHIa-
MEHT CBOETO pola “3alloOMUHaHMsI” TEKYIIETO YPOBHS
HUTpaTa B OKPYXKaloOIleil paCTUTEJIbHYIO KJIETKY Cpele.
OnHako MOJIEKYJIIPHBIM 1 KJIETOUHBIM YPOBHSIMU pac-
mrppoBKa MexaHMU3Ma IepeJadyd HUTPATHOTO CHT-
Hajia He orpaHn4ynBaeTcsa. OHa BBIXOIUT Ha MEXKIIe-
TOYHBIM U MEXXKOPTAHHBIN YPOBHU, TlI€ BAXKHYIO POJIb
BBITIOJTHSIIOT APYyTe MHTEPMEINATHI.

IT'OPMOHBI KAK MEXOPI'AHHBIE
INOCPEJHUKHU

Ponp HUTpaTa KaKk CUTHAJILHOTO areHTa B MHIYK-
M TOPMOHAJIBHOM aKTUBHOCTU IIPOSIBIISIETCS YKe
MpU MIPOpPaACcTaHUU CEMSIH U Jajiee MOIIepPKUBACTCSI
Ha IIPOTSKEHUM BCErO OHTOTeHe3a, BKIodast (op-
MUpOBaHNE TeHepaTUBHBIX opraHoB [43]. OcobeHHO
BaXXKHO UX JIEMCTBME KaK MEXOPraHHBIX MOCPEIHU-
KOB B Mepenadye HUTPATHOTO CUTHAJa B TeX CIIy4asix,
KOTIa yKa3aHHbII MOH BOCCTAaHABIMBAETCS IPEUMY-
IIECTBEHHO B KOPHSX U MPaKTUUYECKU He TTOCTYITaeT
10 KCWJIEME B Hal3eMHbIC opTraHbl. OQHAKO B CBSI3U C
3¢ HeKTUBHOCTHIO TOPMOHOB KaK JaTbHOAEHCTBYIO-
11X MHGOPMALIMOHHBIX areHTOB TaKasl CMCTEeMHasl
PETYISLIMS pealr3yeTcs U TOrma, KOoraa MMeeT MECTO
KCWJIEMHBIIA TOK HMTpaTa, OKa3bIBAIOIIETO JIOKAJb-
HO€ BHYTPUOPTAaHHOE ICHCTBUE.

Humorxununot

Emre B 1990-x rT. B KOpHsIX staMeHs Hordeum vul-
gare L. BBISIBIEHO OBICTpOE (Yachl) HAKOIUIEHUE 3€a-
TUHpHUOO3UIa MpPU JIOKAJBbHOM OCWCTBUM HUTpaTa
[44]. anee y Arabidopsis n KyKypy3bl ObLIO IIOKa3aHO
MO3UTUBHOE AEUCTBUE HUTpaTa Ha HapabOTKy Ipo-
W3BOJHBIX U30IIEHTCHIIAAEHNHA B KOPHSIX C IIOCJIe-
JIYIOIIUM MX TPAHCIOPTOM B ITOOETH U pean3alueii
crieuuduyeckux 3H@eKToB: MHAYKIIMM MHOXECTBA
TCHOB IIEPBMYHOrO OTBeTa IpyrIbl ARR, a Takxke
WUS, noanepxuBaloniero mpoiandepainio KIeToK B
anuKajabHON MepucTeMe mobera, pa3BUTHUSI XJIOPO-
IUIACTOB, CTUMYJISIIUY (DOTOCUHTE3a, 3aIePXKKU CTa-
peHus TUcTheB [36, 45—47]. Hapsiny ¢ nepenadeii MH-
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¢dopMaliy 0 HUTPATHOM CTaTyCe B ITOOET IMTOKUHU-
Hbl OIOCPENYIOT IEMCTBUME HUTpaTa Ha KOPHEBYIO
CUCTEMY, HAalIpUMeEP, CTUMYJIMPYS ee BeTBIeHue [48].

VY Arabidopsis 50 MM HUTpaT BbI3bIBaJ HApabOTKy
LIMTOKUHWHOB, UHAyLUPYS aneHo3uHdpocdaT-u3o-
NeHTeHWATpaHCchepassl, nmpexnae Bcero, AtIPT3 [49].
CooTtBeTcTByIOIIas n30opmMa JoKaJInu30BaHa B Ijia-
CTUIAX KJIETOK-CITYTHUKOB (DJIO3MBI HE TOJILKO KOP-
Heli, HO U 1oberoB. COOTHOILIIEHUE HUTpAT3aBUCHU-
MOTO CHMHTE€3a IUTOKWMHUHOB B yKa3aHHbBIX OpraHax
“MeeT BUIOBYIO crieuduKy. Y ss61oHu Malus hupe-
hensis (Pamp.) Rehder HuTpar mHmynnpoBan ameHoO-
3uHPochaT-n30NeHTeHWITPaHCGhepa3y IIpU JOKab-
HOM JICMCTBUU Ha JIUCThsI, a y ToMara Lycopersicon escu-
lentum L. — tonmpko B kKopHsax [50, 51]. Ho takoe
3aKJIIOYEHUE, CKOPEe BCEro, yMECTHO TOJbKO MpHU
CTPOTO OIpeieJIeHHbBIX YCIOBUSX MOJIKOPMKHU pacTe-
HUU HUTPATOM.

Aykcunbt

IMokazana perymsauuss Hutpatom moroka MYK
KakK Ha OJIMXKHHUE, TaK U Ha JaJbHUE paccTosiHUsI. B
IIEpPBOM CJIydyae IIEpPEHOC ayKCHHA OCYIICCTBIISICT
auTpaTHBIA TpaHcuenTop — NRT1.1. C ero yuactnem
y Arabidopsis 0.25—0.5 MM HUTpaT CTUMYJIMpPOBAI
skcropT MYK m3 KJI€TOK KOpHEBBIX IIPUMOPIUEB, a
1—10 MM — mogmasinsin [13, 52]. B mocnenHeM ciryyae
HaKaIJIMBAIOILIMICSI ayKCUH YCWJIMBAJI POCT 3ayat-
KOB OOKOBBIX KOpHEW, a TaKxKe MHIYLHMPOBalI caM
NRTI1.1 [53]. INTockonbky NRTI1.1 mokanmu3oBaH,
MpeKe BCero, B 3aUaTkax pa3InYyHbIX BeTeTaTUBHBIX
¥ TeHEePaTUBHBIX OPraHoB [54], TO MOXHO I10/1araTh,
4TO OIOCPEIOBaHHbI ayKCMHOM HUTPATHbIN CUTHA-
JIMHT PEeTyJIUPYET HE TOJIbKO BETBJICHUE KOPHEit, HO U
¢dopMuUpoBaHUE 3a4aTKOB ITOOETOB U LIBETKOB.

YV KyKypy3bl ¢ IpUMEHEHEM UHTUOUTOpA TPaHC-
MOpTa ayKCUHA — TPUHOIOEH30MHOMN KUCIOTHI — TTO-
Ka3zaHa ctuMyysiuust 1 MM u yrHeternue 0.5 MM HuUT-
patoM Hucxopsauero toka “C-MYK u3 mnoberos B
KopHU [55, 56]. Ho yuacTBymolle B HUTpaT3aBUCH-
MOM MEXOPTaHHOM TpaHCIOpPTe ayKCWHa OEJIKU N0
CHX IOp He 0XapaKTepHU30BaHEIL. B mmpokoM nuamnaso-
He KoHueHTpauuii Hutpata — 0.01—50 MM Habm00a-
JlaCh CME€Ha CTUMYJISILIUU Y TOAABJIEHUST POCT OOKOBBIX
KopHel Arabidopsis ¢ omMHAKOBOM cIe(UKONI Y I~
KOro TWUIlIa U MyTaHTOB auxl-7 w eirl-1/atpin2, ne-
¢GEeKTHBIX MO KJaccU4ecKUM TpaHcroprepam MYK
[57]. CxnanpiBaeTcss BOedaTieHHUE, YTO TPAHCIIOPT-
Has akTuBHOCTb NRT 1.1 o otHomenuto k UYK sB-
JISIETCSI OCHOBOM HUTPAT3aBUCUMOTO Tiepepaciipene-
JIEHUSI ayKCHMHA B paCTEHUM KaK Ha OpraHHO-TKaHe-
BOM, TaK M OpraHU3MEHHOM yYpOBHE.

Hwutpat neiicTByeT He TOJILKO Ha TPAHCIIOPT, HO 1
Ha mepenady curHana ayKCuHOB. Y Arabidopsis 5 MM
HOH C yYaCTUEM BBILLICYTOMSIHYTOTO MIEPBUYHOTO (haK-
Topa TpaHCKpuIuuu — 6eaka NLP7 — uHaynmposai
reH penenTopa UYK — AFB3 [22, 58]. B nanbHeiem
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Puc. 1. BuyrpukiierouHast nepenada HuTpatHoro curiaia. M-3-® — unosurrpudocdar, PLC — docdonaunaza C. Ctpenku:
1 — moka3zaHHBbIE U 2 — TUIOTETUYECKUE TTYyTU Mepeaadr HUTpaTHOro curHajia. Haamucu B oBajiax — HAaMMEHOBaHUsSI OEJIKOB,
0e3 OBaJIOB — HEOEJKOBbIX yYACTHUKOB CUTHAJILHOM TPaHCAYKIIMH.

€ro TPAaHCKPUIIT JETPagrpoBajl C y9aCTUEM aMMOHMIA-
U TyTaMaTUHIyHm6enpHoi MukpoPHK miR393 [58].
Muirensio ykazaHHoro penentopa MYK AFB3 saB-
JIsieTcs creurGpUuUYecKUid IJIs KJIIeTOK IIepUIIMKIIa
TPaHCKPUITLIMOHHBIN pakTop — 6eoK NAC4, akTH-
BU3UPYIOLIU BeTBIIeHUEe KopHeit [59]. Kpome Toro,
Ha OTAEJEHHBIX JUCTbSIX Arabidopsis 50 MM HuTpar
3a cyeT aktuBauuu NLP wuHaynupoBal reH Oejka
BTB-cemeiictBa B72, CIOCOOHOTO HEW3BECTHBIM
elle IyTeM YCWIWBATh NEMCTBUE ayKCHHA W BCJIEH-
CTBME BTOI'0 pOCT OOKOBBIX KOpHeii [60, 61].

Tubbepennunot

Yyactue TaHHBIX TOPMOHOB B MEXKOPTaHHOM Te-
peladye HUTPATHOIO CHTHAJIa MaJlo MCCIEeN0BaHO. Y
Arabidopsis 1 MM HUTpaT UHAYIIUPOBAJ SHM-KAypPEH-
cuHTazy GAI, ctapToBblii (pepMEeHT OMOCHHTE3a THO-
Oepe/UTMHOB, ToTIa Kak 35 MM MoOH — perpeccupoBal
[62]. COOTBETCTBEHHO YCKOPSUIOCH WIJIA TOPMO3H-
JIoCh LiIBeTeHue. B ceMeHax rynsiBHUKa Sisymbrium of-
ficinale (L.) Scop. 20 MM HUTpaT MHAYLIMPOBAJ I'eH
ru66epeuinH-20-okcunasbl SoGA200x6, HeoOXOaU-
®U3UOJIOTUS PACTEHUN Ne 1
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MOW 11T HapaOOTKM aKTWBHEIX (POpM THOOEpesn-
HOB, M pernpeccupoBaj I'eHbl NTHAKTUBUPYIOIINX MX
okcuaas SoGA3ox n SoGA2o0x [63]. MOXHO TIpeario-
JIOXKUTh, UTO ONITUMAbHBIE TSI POCTA YPOBHU HUT-
paTa yBeIWYMBAIOT HapabOTKy TruOOepe/IMHOB, B
CBOIO ouepedb, BHOCSIINX CBOM BKJIaJ B UTOTOBOE
POCTCTUMYJIMpPYIOIIEe NCICTBHIE.

BruisiBiieHO, 4TO B TpaHCHOpTE TUOOEPEIUIMHOB
ygactByeT 6esok NPF3.1, Bxomgmmit B ceMeiiCTBO
TpaHCIIOPTEPOB HUTpaTa HU3KOTO cpoacTBa. OH Jio-
KaJIM30BaH B pa3HbIX opraHax Arabidopsis. B KoH1IeH-
tpanun 0.25 MM HHUTpaT MHIYIMPOBAJ YKa3aHHBIN
oenok, a 1-5 MM — penipeccupoBai. OIHUM U3 MO-
CJIEICTBUIT TAaKOM peryJIsinuy OblIa aKTUBU3ALMS PO-
cra runokoTwist 1 MM HutpaTtoM [64]. BepositHo, Ta-
Koro pona 3@ @eKT cBsi3aH C JIOKaJbHBIM HaKOILIe-
HUEM TMOOEpEJUIMHOB IIPU CHIDKEHUM UX OTTOKA.

Abcyuzosas kucaoma (AbBK)

IToka3zano, yro 10 MM HUTpaT CTUMYJIMPOBAI
rpopacTaHue ceMsiH Arabidopsis 3a c4eT MHIYKIIAU
ABK-8'-ruapokcuimazet  CYP707A u perpapauuu
ABK. Y myrtanToB cyp 707a2- 1 Takoit MexaHU3M ObLIT
HeaKTUBeH [65]. AHaJIOTMYHBIE PE3yJbTaThl ObLIU
MOJyYEeHbI U y TYJISIBHUKA C UCIIOIb30BAHUEM WHI-
outopa 6enka CYP707A — nuHukoHasouna [63]. Kpo-
M€ TOTO, BBIIICYIOMSIHYTasi MUIIIEHb MO3UTHUBHOTO
HUTpPATHOTO CUrHajmHra — 6eyiok BT2 — momaBisin
adpdexr ABK nmpu mpopactanum ceMsiH Arabidopsis
[60]. AHTAarOHU3M AEICTBUS ONTUMAaIbHBIX KOHIIEH-
Tpauuii HuTpata 1 ABK mposiBisijicss Kak Ha ypoBHE
MeTaboIM3Ma TOPMOHA, TaK U IIepeaadyl €ro CUrHania.

boutn o6HapyXeHBI 1 (paKThl HUTPAT3aBUCUMOMI
HapaboTku ABK. Tak, B sHImoaepMuce 1 MOKOSIIIEM-
csl ueHTpe KopHeit Arabidopsis 10 MM HUTpaT UHIY-
LMpOBajl TeH P-TIoKo3uaassl 1, TUAPOIU3YIOLIEH
konbioratel ABK — BG 1. Kak okazanock, ABK cro-
coOHa ydyacTBOBaThb B IOBUTUBHOM HUTPATHOM CUT-
HaymHre, nHayuupyss HP u Hurpurpenykrasy, pery-
JIMPYSI apXUTEKTOHUKY KOPHEBOM CHUCTEMBI, a TAKXKE
cTUMYIUpPYsT dochopuiiipoBaHue TpaHCIIOpTEpa
NRT1.1 [66].

Borpoc o nipupone pa3iuyuii peryjsiiui HATpa-
ToM MeTabonu3ma ABK ocTtaetrcs OTKpBITBIM. MOXHO
MPEAIION0XUTh, YTO pedb UAET O KOHIIEHTPALIMOHHOM
WIN OpraHHO-TKaHeBOM crieunduke. OmHAKO IMpU
IpopacTtaHuu TyJsgBHUKa 20 MM HHUTpaT MHIYLUPO-
BaJ He ToJIbKO TeH CYP707A, HO 1 TeHbI TMOKCUTEeHA3
yuc-smokcukaporeHounoB SoNCED6 n SoNCED?9,
yuactByromue B cuHTe3e ABK, a Takke reH SoABI)S,
HeoOXoauMBblIil 11 ee peuenuuu [67]. Pusnonoru-
YyeCcKOoe 3HauyeHME TaKOro poja IIPUMEpPOB OCTaeTCs
He BBISICHEHHBIM. BO3MOXXHO, HEKOTOPEIE 3BEHbSI 3a-
IIyCKaeMOT0 HUTPATOM CUTHAJILHOIO KacKama, WH-
TepIIPETUPYEMbIC KaK MTO3UTUBHBIC PEryJISITOPHI Ha-
pabotku u aeiictBusg ABK, Ha camom nese HeobOxo-
VMBI IJISI UHBIX IIPOILIECCOB.

®U3NOJIOTHS PACTEHUM Ne 1
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Dmunen

Y Arabidopsis BBHISIBIEHO HaKOIUICHHE STWJICHA
NpU yBeIWYEHUU KOHLIeHTpanuu Hutpata ot 0.1 mo
10 MM wnu, HanpoTUB, Tepexole K ero AeUuIuTy
(0.2 MM mocie 10 MM) [68]. YpoBeHb TOpMOHA
OBICTPO HapacTajl 40 MaKCUMyMa, MOcJje Yero naaas
JI0 HEKOTOPOTO TIIaTO KakK TMpU HecHeuduiyeckux
CTPECCOBBIX peaklusx. ONTUMU3aLUs HUTPATHOTO
MUTaHUsl MineHuubl Triticum aestivum L. cHuXana
YPOBEHb 3TUJIeHa. B MoJb3y CUTHAIBLHOTO NeiicTBUS
HUTpaTa Ha ero MeTaboJ1M3M CBUIETEbCTBYET CXO/I-
ctBO 3ddekToB 0.1 1 5 MM monHa, HabGIOTaEMOE Ha
¢doHe aMMOHUITHOTrO uTaHus [69].

MexaHKU3M ydacTusl 3TWIeHA B KacKaje Iepeaadyn
HUTPATHOrO CUTHajJa HAUMHAET IIPOsSICHIThCA. Tak, y
Arabidopsis cencunr 0.2 MM HuTpara O0eJIKOM
NRT?2.1 3amyckall HakOIUIeHHEe YKa3aHHOTO TOPMOHaA.
B nmanpHelimemM sTmiaeH WHOYyOUpoOBal TreHbl EIN3,
EILI, xomupyoliye crnenuduuHble I Iepenadu
CUTHaJIa YKa3aHHOTO TOPMOHa (paKTOphI TPAHCKPUII-
ouu, u peripeccupoBan reH NRT2.1[70]. B pesynbrare
uMeJia MECTO OTpuliaTeIbHasi oOpaTHasl CBsI3b, HEO0-
Xonumasi Ijisi TOpMOHaJIbHOro romeocrtasza. C uc-
MOJIb30BaHUEM MYTAHTOB arm Arabidopsis, nedekr-
HBIX IT0 XUTUHa301ogoo0HoMy Oenky CTL1, mokasa-
HO €ro ydyacThe B pPery/sIIMM HUTPATOM YPOBHS
stuneHa [71].

Takum o6pa3oM, BOBJICUEHHUE B peajiu3alinio cIie-
mududeckux 3(p¢peKToB HUTpaTa NPaKTUIECKU BCEX
OCHOBHBIX (DUTOTOPMOHOB CTAHOBUTCSI OYCBUIHBIM.

Kak cnenyer u3 puc. 2, Hapsiny ¢ camuM NO; oHU
OCYLIECTBJISIIOT MEXOPTaHHYIO Mepeaayy curHaia u
KOOPAWHUPYIOT OTBETHBIE peaKIIMU Ha YPOBHE 11€J10-
ro opraHusMma. JeiicTBue HuUTpaTa Ha MeTabOJIM3M
TOPMOHOB M MX CEHCUHT MOXHO paccMaTpuBaTh Kak
BaXXHBIM 3TaIl JajibHEelIIel nepenayyd CUrHana.

B3AVMMOJIEVICTBUE
C YIJIEBOOHBIM CUTHAJIOM

Ceem

Hapsimy ¢ ocHOBHBIMU UICTOYHMKAMU a30Ta PaCTBO-
pUMBIE YTJIEBOOBI IIPEICTABIISIIOT COOOM IPYroil BaxK-
HEMIIMI KJIacC MCXOMHBIX CyOCTpaTOB MeTaboiImu3Ma,
MOCTYIIAIOIIMX B KIIETKY C OJHOBPEMEHHBIM AaKTOM
CEHCHHTA, 3aIlyCKaIoIIUM IIMWPOKUIA KPyT agalTUB-
HbIX peakiuii [2]. ConpsixkeHre a30THOTO U yTIepOI-
HOro oOMeHa MpeanojaraeT TeCHYI0 KOOpIMHAILIAIO
CUTHaNBHBIX 3P deKTOB HUTpaTa 1 yriaeBonos. [1pu
3TOM HEOOXOAMMO pa3indaTh MHAYKIIMIO CUTHAJIOB,
HUCXOISIINX OT CAMMX YIJIEBOIOB U OT IeMCTBUS CO0-
CTBEHHO CBETa, ¥ KOTOPOIO €CTh CBOM CIleLnpuye-
CKME€ MEXaHU3Mbl CUTHAJIILHOTO BO3ACHCTBUSI Ha HE
MEHee CJIOXHYIO CUCTEMY IIOCPESIHMKOB, IPHUBOISI-
IIy1o K pmsnosorndyeckuM apdexram. B yactHOCTH,
B TOCJIeIHUE TOAbl HAKAIJIMBAIOTCS MPUMEpHI Neii-
CTBMSI HMTpaTa Ha CBETO3aBHUCHUMbIC CUTHAJILHEIC
KacKaabl, Cpeay KOTOPBHIX OTMETMM JABa ciydas. Y
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NecTBUE HHUTpaTa UJu ropMOHOB.

Arabidopsis 80—120 MM HUTpaT BEI3BIBAJ HAKOIUICHHE
BTOPUYHOTO MecceHmKepa — AM®, najiee akTUBALIVIO
npoternHkrHa3sl AMPKaol, ¢ochopunrpoBaHue ero
doroperienTopHoro 6enka Kpurrroxpoma CRY1 u ero
YOUMKBUTUH-TIPOTEACOMHYIO IeTpajalliio, YTO Hapy-
manao (oronepruoanyecKyo NHIYKIUIO 3allBETaHUS
[12, 72]. I1pu cBeTO3aBUCMMOM IIPOPACTaHNU TYPHUOHOB
MHOrokopeHHuka Spirodela polyrhiza (L.) Schleiden
10 MM HUTpaT ycunuBali nepeaady CUrHajgia ot huTo-
XpoMa K IJIFOKaH-BoJa-IUKWHa3e, 3aIlycKasl €€ aBTO-
dochopunmpoBaHUe ¢ MOCIAEAYIOMNM (hochHOopUIn-
poBaHMEM Kpaxmalia ¥ YBEJIMUEHUEM €TO CPOACTBA K
O-amMuJiase, 4yTo 3aIlycKajio YTUJIM3AlMIo yKa3aHHOTO
3aITacHOTO TToIMcaxapuaa B BeceHHUM repuoy [73].

TecHass KoopAWHALASL CUTHAILHBIX 3((EKTOB
HUTpAaTa U YIJIEBOJOB 3aBUCUT OT YPOBHSI 00ECIICYCH-
HOCTH KJIETKU 3TUMMU CyOCTpaTaMy U BKIIIOYAET B Ce-
0s1 pa3Hble MEXaHU3MbI peanu3aunu. Mx cymmanus
npencTaBiaeHa Ha puc. 3. BugHo, 9TO CyIIEeCcTBYIOT

o0IIe IJIs HUTpaTa M caxapo3bl CUTHAJIBHBIC ITyTH,
BKJIIOYAIOLIME Tperago3o-6-dpocdar M IMPOTEUHKU-
Ha3y SnRK1. ITepeitnem K ux pacCMOTpEHUIO.

Caxapo3a U eArKosa

Ha cpemax ¢ 300 MM rtmoko3oit 1 0.1—0.6 MM
HUTpatoM y Arabidopsis TIPOUCXOIUT aKTUBALIUSI TPEX
KJTIOYEBBIX MTPOTEMHKWHA3, peryaupyommx C/N-cur-
HamuHr — CIPK7, CIPK12 u CIPK14. OnHoit u3 akTi-
BUPYEMbIX MMU MHUILIEHe ObUla YyOMKBUTHMHJIMTrA3a
ATL31. Y MyTaHTOB C HapyIIEHUEM €€ CBSI3bIBAHUSI IPY-
TMMHU OelKaMM B YKa3aHHBIX YCJIOBMSIX ITPOSIBIISLIVCH
WHTUOMPOBaHME POCTa U aHTOLIMAHO3 CESTHIIEB, TOTIA
KakK TIpH OBEPIKCIIPECCUU TeHa HOPMaJTbHOTO BapraHTa
YOMKBUTHUHIIMTA3bl pa3BUBAIACh 3€JIeHasi OKpacka ce-
msinoneit [34]. N3obiTok CO, U AeulUT a30Ta Takxke
vHAyuupoBanu youksutuHanrasel ATL31 u ATL6, y
MYTaHTOB I10 KOTOPBIM HapyIIeHB! OTBETHI Ha nedu-
®U3UOJIOTUS PACTEHUN Ne 1
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)
TP — tpancuentopsl HuTpara u caxaposbl, TOC — Tperanoso-6-docdarcunrasa, YIDPI — VI D-rmokosa. Crpenku: 1 — me-
TabojyecKue MyTH, 2 — MO3UTUBHOE 1 3 — HEraTUBHOE CUTHAJILHOE ICHCTBYE HUTpaTa WA YIJIEBOIOB.

nut Hutparta [74]. CIPK7, CIPK12 u CIPK14 ¢oc-
¢dopunupoBanu ATL31 ¢ yyacTieM MOHOB KaJbllusl,
YTO MPUBOAUIIO K CBA3BIBAHUIO YKa3aHHONW YOMKBU-
TUHJINTA3kI C PETYASITOPHBIMU 14-3-3-0enkaMu 1 fae-
rpaganyny nociaeaHux [34]. Kak 50 MM HuTpar, Tak n
5% rmoxoza wmHayuupoBanu CHOI, Xomupyrolmii
daxrop TpaHcKpunnuu [24]. B IpoTUBONOIOXKHOCTh
HUTpATy caxapo3a M III0KO03a penpeccupoBaind I'eH
BT2, 9to ycunuBaao poCTUHTUOUpYIomIre 3P HeKThI
ABK [60]. Kak BumHO u3 puc. 3, caxapo3a He TOJIbKO

WHTUOUPYET POCT pacTeHUs, HO U 3aITyCKaeT HaKOTII-
JIEHHE 3aITaCHOTO Kpaxmalia.

®U3HUOJOTUA PACTEHUM  tom 67 Nel 2020

Tpeeano3uviit ulynm

Ha mmpokomM BbIOOpe OOBEKTOB ITOKa3aHO, 4TO
Tperajo3a — pacHpoCTpaHEeHHbIN aucaxapui, Hapa-
GaTbIBaeMBbIii Tperaao3o-6-docharcunrasoit (TOC)
n Tperano3o-6-docdardocdara3oii, a MyTaHTbl U
TpaHcdopMaHThI 110 reHy TAOC oTInyaroTcsd MHOXE -
CTBEHHBIMU (DEHOTUITMYECKUMU U3MEHEHUSIMU, UTO
JIETJIO B OCHOBY TPEACTaBJIEHUsI O CUTHAJIBLHOM Jeii-
CTBUM WHTEPMEOWATOB TPETaJIO3HOTO InyHTa [75].
Tperamo3o-6-dochar — Mapkep 0OeCIeUeHHOCTH
pacTeHni (OTOACCUMMITITAMM, PETYJIMPYIOIINI POCT

43
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n C-merabonusm [76]. C ucmnonb3oBanuem JHK-
MMKPOYUINOB 1 MyTaHTOB Mo 6eaky TPC #ps] noka-
3aHO ITIO3UTHMBHOE NeiicTBUE Tperano30-6-docdata
Ha MopdoreHeTuUeCcKne IMprU3HaAKA — IOIIePKaHNE
o0beMa aNUKaAIBHOW MEpUCTEMBI, BEreTaTUBHBIN
pocCT, IBeTeHE, POpMUPOBaHUE CEMSIH 1 SMOpHOre-
He3. B MeTtaboamyeckoM IIaHE 3TO BHIPAXajloCh B
9KCIPECCUU OEJIKOB KJIETOYHOM CTEHKM, TaKMX KakK
V®-r10K030-4-31mMmepasa, [B-3KCIaHCHH, KCHJIO-
[JIIOKaH-3HIO0TPAaHCIIIOKO3M1a3a, MeKTaT/Ina3a, JaKKa-
3a, a TaKKe (PEPMEHTOB MIEPBUYHOIO OOMeHAa — Ol-aMU-
J1a3bl, caxapo3odochaTCUHTa3bl, CaxapO30CUHTA3bI
(CC), menoyHOM MHBEPTA3bl, (POCHOIITIOKOMYTA3HI,
dochornuiepaTMyTasbl, IIATPATCUHTA3bl IIPU pe-
npeccun PEIT-kapbokcukuHa3bl, epMeHTa TII0-
KoHeoreHe3a [77—79]. IlpuMedaTellbHO, 4TO YK€
0.25 MM nutpar, nuanyuupysd TAPC, nogobHoO Tpera-
J1030-6-pocdaTy 3amyckana Mo MPUBEAEHHOI BHIIIIE
cXeMe YTWIM3aIUIo 3aIIaCHBIX (hOpM yIjiepoaa — caxa-
po3bl M Kpaxmasa, MHTeHCU(UKAIIUIO TEePBUYHOIO
MeTaboau3Ma 1 MopdoreHeTuIeckux rpotieccos [80].

I1pu U36BITKE pACTBOPUMBIX YIJIEBOJOB 1 TOM Xe
neunTe HUTpaTa MoKa3aHO HaKOIUIEHWE Tperajo-
30-6-docdara 10 YPOBHsI, BBIZLIBAIOIIETO TOPMOXKE-
HHE pOCTa M cTapeHue pacteHus |76, 81]. Takoit anTa-
TOHU3M HUTPATHOTO U YIJIEBOJHOTO CUTHAJIOB CBSI3aH
C mpeoOJlajaHMeM KaTaOOJIMUYECKUX peaklMii Mpu
CBEPXONTUMAJIBHOM YPOBHE Tperano30-6-docdara
[82]. HampoTtus, y myranToB 1mo TMC mopgdoreHes
3aTOPMOXEH M3-3a HEJOCTAaTOYHOrOo OOecrnevyeHust
SHEpPTUci.

IIpomeunxunazot SnRK

IMporennkuHazel SnRK (“SNF1-related protein
kinase”) ObLIM HaliAeHBI Y pacTeHUIA KaK TOMOJIOTU
oenka SNFI1 (“sucrose nonfermenting”) mpoxckeit
[83]. MyTtaHTbl mocienHux sufl He U3MEHSUIM DKC-
MIPECCHIO TEHOB, KOMMPYIOIINX KITI0UeBBIe (pepMEHTHI
C-mMmeTabonu3Ma, B OTBeT Ha TMoKo3y [84]. SnRK1 y
pacTeHuit TakKe SIBJISIETCS] BaXKHBIM PETYJISITOPOM 00-
MeHa, naruoupytomum HP, caxapozodocdarcunTasy,
Al®-rmoko3onupodochopuiiazy, Gpykros3o-1,6-
oucdhocdarazy, TDOC, 3-oKcu-3-MeTUIIITYTapUII-
KoA-penykrasy mmuHata Spinacia oleracea L. n apa-
oumoricuca, HO aKTUBUPYIOIIMM ITUPYBaTKUHA3Y
Kaprodenss Solanum tuberosum L. [85—89]. Kpome
toro, SnRKI1 waaynupoBana CC xaptodens u
o-amMuiasy ImmeHuusl Triticum aestivum L. [90, 91].
Ha nipumepe Arabidopsis n ropoxa noceBHoOro Pisum
sativum L. moka3zaHa HeoOxomumocTb SnRKI1 mig
noaaep>kKaHusI MeprUCTeMBI M MM depeHIIMalInN TKAa -
Heli, pocTa TUTIOKOTUJISI U KOPHSI, pa3BUTUSI CEMSIIO-
JIel M HACTOSIINX JIMCThEB, 3aICPXKKU MPEXKIeBPe-
MEHHOTO CTapeHUs JTUCThEB, (GPOPMUPOBAHUS TTHLIb-
LIbI, CO3peBaHMUs ceMsiH [92, 93].

Y Arabidopsis BbIsiBIeHO 50% WHrMOMpoBaHMe
depmenTa SnRK1 5.4 MkM Tperano3o-6-docdaToM,
BHOCHBIIIEE OCHOBHOI BKJIal B BBIIICONCAHHBIE

TPpaHCKPUMNLIMOHHBIE 3(P(MEKTHI MOCISTHETO U B pe-
3yJibTaTe — CTUMYJISILIMIO OuocuHTe3a [79]. Hecmort-
psl Ha 3TO, Y MYTaHTOB Arabidopsis tps I Mena MecTo
penpeccust reHa SnRK1 [78]. DTO cBMOETEIBCTBYET B
MOJIB3y TPEITNOJIOKEHUS, COMIACHO KOTOPOMY CyO-
MUKPOMOJISIPHBIE YPOBHU TPETaio30-6-¢ocdara, NH-
nynupys red SnRK 1, tTeM caMbIM aKTUBU3UPYIOT KaTa-
00IM3M, 3aKJIafbIBasi DHEPreTUYECKYI0 OCHOBY IUISI
MHTECHCUBHOIO MopdoreHe3a. OmHaKo Npy JajbHeli-
IIIeM HaKOIUICHUY YKa3aHHOTO yIJieBoAa aKTUBHOCTh
oenka SnRKI1 mnommep:kuBaeTcss Ha OIITUMAaJbHO
HU3KOM YPOBHE, HE HapylIalolleM OallaHC MEXIY
HapabOTKOI CTPYKTYPHBIX KOMIIOHEHTOB KJIETKU U
sHepreTudeckuM ooMeHoM. Ilpu n30BITKE Tperaiao-
30-6-¢ocaTa BeposiTHA CBEpXONTUMAJIbHASI IKC-
npeccus reHa SnRK1, 9To 1 TpUBOINT K HAPYIICHUTO
MopdoreHesa.

Y orypua Cucumis sativus L. 7—11 MM Hutpat no-
JaBJISI TPAHCKPUIILIMIO HOBOOOHApPY>XEHHOIo TeHa
SnRK [94]. Takoii pe3yabTaT IpoJIMBaeT CBET Ha (-
3MOJIOTUYECKYIO OCHOBY KOHBEPICHIIMM 1I€JI0T0 psiaa
a3(ppeKTOB HUTpaTa ¥ paHee U3BECTHOTO MHTMOUTOpA
6enka SnRK1 — tperanoszo-6-docdara.

Caxapozocunma3za (CC)

Hamu BbIsSIBIIEHO TTO3UTHBHOE NIeMICTBHE HUTpaTa
Ha aKTMBHOCTH KJIIOUEeBOTO (hepMeHTa MeTaboIM3Ma
caxapo3dbl CC B KOPHSIX U TUIIOKOTHUJISIX TOpoxa To-
ceBHOTO [95, 96]. MOXHO TIPEIITOOXUTh TBOSKYIO
posb Takoro 3¢ @deKTa B peryasiiiii ypOBHS Tperajao-
30-6-pocdara. C ogHoii ctoponbl, CC obecrieunBaeT
Tperajio3HbII IYHT cyocTpaTtoM — Y MD-T110K030i4, ¢
JIpYyroil — cnocoOHa MUHUMUM3HUPOBATh COOTHOIIIEHUE
C: N BTKaHsx pacteHus. Kpome Toro, Y1 ®-rioKko-
3a YTWIN3UPYETCS IIpU HapabOTKe He TOJIBKO Tpera-
J1030-6-docdara, HO U LIEJOro psaa IPYrux COeam-
HEHUI1, TTpeXe BCeTro, CTPYKTYPHBIX MOJIMCAXapUI0B
[97]. DTo 03HauaeT, 4TO yXke Ha CyOCTpaTHOM YPOBHE
3aJI0KEH aHTarOHM3M MEXy HaKOIUIEHEM N30bITKA
Tperano3o-6-docdata ¥ MHTEHCUBHBIM HOBOOOpa-
30BaHUEM (DUTOMACCHIL.

Bosnawnkaer Bormpoc, sBasercd mu CC Hemnmocpen-
CTBEHHOIl MMUIIIEHBIO HUTpaTa JUOO TMO3UTUBHBINI
apdexT mociaenHero cBs3aH ¢ mHayknueir TOC u
IeiicTBMEM Tperano3o-6-docdara. Hamu nmokasaHa
aktuBauuss CC HUTpaTOM B pEaKLIMOHHOI cmecu
[95]. BepositHO, mogo6HOTO pona 3hdheKT sBsieTcst
MEPBUYHBIM 3BEHOM B PETy/ISIIUM HUTPATOM Hapa-
6oTku YIPD-rioko3bl U Jajiee aKTUBU3ALIMU Tpera-
JIO3HOTO IIIYHTA, PETYJINPYIOIIETO ITNPOKUIA KPYyT D1~
3MOJIOTUYECKUX TIpolieccoB. B TakoM ciiydae BEIlIe-
ynomstHytass nHaykuust CC Tperaio3o-6-docdarom
MOXET OBITh OMHUM M3 3B€HbEB YCUJICHUSI HUTPATHOTO
curHaia. B coBokynHoctu B3auMocBsizb CC, TOC u
SnRK1 paciupsier BO3MOXHOCTU peaan3aluv KOM-
OMHMPOBAHHOTO OTBETA KJIETKM Ha HUTPAT 1 caXapo-

3y (puc. 3).

®U3NOJOTUI PACTEHUM  Ttom 67 Nel 2020
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PaccmarpuBas CC Kak KJI104eBO€ 3BEHO yIJIeBO/I -
HO-HUTPATHOTO CUTHAJIMHTA, HEOOXOIUMO 3aMETUTh,
YTO B HACTOsIIIIEe BpeMs TOIyYEeHbI JOKA3aTeIbCTBA €€
yJacTHsI He TOJIbKO B MeTaboIM3Me caxapo3bl, HO U PsI-
Jle CUTHaJIbHBIX TIpolieccoB. Tak, y Arabidopsis imena
MeCTO WMHAYKIUS ogHoit u3 uzodopm CC (SUSY)
pasIUYHBIMUA (PAaKTOpaMHU, 3amyCKAIOIIUMM IIBETE-
HUE, YTO CBsI3aHO ¢ uHaykiuei reHa F7T [98]. Ilo-
CJIETHUIA, B CBOIO OUYEpeib, 3aITyCKall BECh KacKa ITpo-
eccoB reHepaTtnBHOTO pa3suTust. Kpome Toro, CC Mo-
KeT UMETh Y UCKITIOUUTEIbHO CUTHAIBHBIC (DYHKIINU.
TakoBa uzodopma CC U3 MUTOXOHIAPHUI KYKYPY3bl,
B3aUMOJICHCTBYIOIIAS C MOTEHIINAI3aBUCUMBIMU MOH-
HBbIMM KaHaJlaMU W peryjaupylolias TpaHCMeMOpaH-
HbIe NOHHBIE TTOTOKU Mpu rurokcuu [99]. Crnenosa-
TeJIbHO, HUTPAT KaK No3uTUBHEIN perynsitop CC gaB-
JIIETCS BO3MOXHOM aJbTEPHATUBOM KJIACCUUYECKUM
WHIYKTOPaM Psia ITPOLECCOB, OOBIYHO HE CBSI3bIBAC-
MBIX C BBICOKOM 00ECIIEYEHHOCTHIO PAaCTeHUIA a30-
ToM. Tak JIn 3TO, MOJKHBI BBISIBUThH IIPEICTOSIIIINE
HUCCIEA0BAHMSI.

Takum 06pa3oM, TeCHast MTHTETpaysi HITPATHOTO
M YIJIEBOOHOIO CUTHAJIOB odeBuAHA. IIpumeHeHUe
JHK-MUKpouYnnoB TIoKasajao IIMPOKYIO pacHpo-
CTPaHEHHOCTh e MpUMepoB. Y Arabidopsis 78% re-
HOB, MHAYLUPYEMbIX HUTpaTOM, 1 83% — yrieBona-
mu, peryaupyercst C/N-6amancom [100].

SAKIIIOYEHHME

Hurpar siBjisieTcst OmHUM M3 OCHOBHBIX CUTHAJTBHBIX
areHTOB, PETYJIMPYIOIIMX ILUPOKUI KPYT (PU3HNOIOTHU-
YeCKMX IIPOLIECCOB C YYaCTUEM Pas3/IMYHbBIX BTOPUYHBIX
MecCeHIKepoB 1 3(hdeKTOpHBIX 6eKoB. X mommmMop-
¢du3M, Kak 1 00JIbIIOK HAOOP peleITOPOB, OIpeaesIsieT
BO3MOXHOCTb O epeHIIMpOBaHHBIX peaklnii Ha
pa3IMYHble YPOBHU YKa3aHHOIO MCTOYHMKA a3ora. Ha-
psiIy ¢ pacipoCTpaHEHHBIMU CITOCOOAMM CUTHAIbHOI
TpaHCOAYKUMK (y4acTHe IIPOTEeMHKMHA3HOIo KacKa-
na, (akTopoB TPAaHCKPUIIINN, CIICOU(PUIECKON Ie-
rpagaluuu 0eJKOB, TOPMOHAJIbHOM Mepeaayd Ha Me-
KOpraHHOM YypOBHE) HMTpAT 3aleiiCTByeT U paHee
MaJIOUCCJIeIOBaHHbIE, TaK1e KaK YCUJICHE CUTHAJa 3a
CYeT WHAYKIMU COOCTBEHHBIX TpaHCLENTOpOB. Bos-
MOXHO, HEKOTOphle U3 (hepMEHTOB, aKTUBUPYEMBIX
HUTPATOM, SIBJISTFOTCSI U €T0 aJIbTePHATUBHBIMU CEHCO-
paMu. Bbicokasi 3HAUMMOCTb HUTpaTa Kak OCHOBHOTO
HMCTOYHMKA a30Ta OIIpeAeiIieT €ro B3auMOICKHCTBUE C
JIPYTMMM OCHOBOITOJIArafoIIMMU 3K30T€HHBIMU (CBET) 1
SHAOTeHHbIMU (YIJIEBOABI, (DUTOTOPMOHBI) CUTHAJb-
HBIMM areHTaMu. MOXXHO OXWIaTh, YTO YMCJIO IPU-
MEpOB TaKOIo poaa OymeT MHOKUThCSA. MATerpanms
Pa3HOPOAHBIX CUTHAJIBHBIX KacKaloB IO3BOJISIET
pacTeHNI0 KOOPIMHUPOBATh peaKIM He TOJIbKO Ha
HUTpAT, HO 1 Ha ApyTHUe JUMUTHUPYIOIIE POCT (hak-
TOPBI CPeAbl B KOHTEKCTE BO3PACTHOTO COCTOSTHUS U
NPOAYKIIMOHHOTO IIpoliecca.

ABTOpHI 3asIBISIIOT 00 OTCYTCTBUU KOHMDIJIMKTA
WHTepecoB. HacTosmast ctaTbs He CONEePXKUT OImuca-
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HHS KaKNX-JIM00 SKCIIEPUMEHTOB C YIaCTUEM JIIOACH
U >JKVBOTHBIX B KaUyeCTBE OOBEKTOB UCCJICIOBAHMWIA.
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