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Cuctema caxaponocpenoBaHHOM perynfaumm u posnb KMHa3
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Pe3rome: Caxapa — 8axHbIl KOMIOHEHM 0bweao memabonuama pacmeHul. OHU S68/H0MCs HE MOJIbKO
UCMOYHUKOM 3HEepauu 8 opeaHu3Mme, HO U HeombeM/ieMoU cocmassisruw,el Cr0XHOU cemu 8HYMpUKrie-
moyHo20 cueHanuHaa. CueHasbl ¢ ydacmueM caxapoeg pezynupyrom MHOXecmeo mMemaborudyeckux peak-
yul y pacmexul, 8 mom ducrne memabonusm yanepoda u asoma, a makxe omeem Ha buomu4yeckud u
abuomuueckuli cmpeccel. B npedcmaesneHHoU pabome OaH kpamkuli 0630p COBPEMEHHbIX 3HaHUl O caxa-
pax Kkak Mmemabosiumax u cugHasbHbIX MOJIeKynax. Takxe orucaHbl pasfuyHble nymu repedadyu caxaporio-
cpedosaHHbIX cugHasos, cpedu KOmOpbIX paccMampuealomcs Kak XOpowo U38eCmHble, maK U HedasHo
ObHapyxeHHble, ux g3aumodelicmeue u posb 8 peaynayuu memabonuama pacmeHul u aKcrpeccuu si0ep-
Hbix 2eHo8. OOHUM U3 NepebiX U3y4YEeHHbIX y4acmHUKO8 cemu caxaporiocpe0o8aHHbIX CU2Haslo8 s18/15emcs
eekcokuHasa 1 (cbepmeHm cuHme3a arrKOo3bl), Komopasi 808/1e4YeHa 8 peaynsayuro 3KCIpeccuu MHO2UX
A0epHbIX 2eHO8 8 OMEEM Ha U3MEHEHUS YPOBHS &/1t0K03bl 8 opeaHu3dme. Criedyem ommemums, 4mo ee
ywyacmue 8 riepedadye MUMOXOHOPUAaNbHO-A0EPHbIX CUSHAaNo08 U peayrnayuu rnpoyecco8 cmapeHus pacme-
Hul 8bIxodum 3a pamMKu peaynsayuu memabornudeckux peakyud, 4mo ro3eosisem paccmMampueamb 2€KCOo-
KuHasy 1 Kak peaynsamop wupokozao criekmpa deticmeus. Ocobbili uHmMepec npedcmaesnsem ydyacmue ca-
xapornocpedo8aHHbIX CU2HAI08 8 MepeKnyeHuUU Memabonudyeckux peakyul opeaHuU3Ma 8 omeem Ha u3-
MeHeHus1 yaregodHo20 cmamyca. [echuyum caxapoe rnpugsodum K 8bIKITHYEeHU0 boblWUHCMea 3Hepao3a-
mpamHbIX pouecco8 U 0OHOBPEMEHHO cmumyupyem gpomocuHme3s, nubo (npu e2o omcymcmeuu) 3a
cuyem akmueauuu KuHa3bl SnRK1 ycunusaem kamabonudeckue peakyuu. [Npu docmamoyHoM yposHe ca-
Xxapoe ripoucxodum penpeccusi KuHasbl SnRK1 u akmusauyusi TOR-KuHa3bl, Komopasi cmumMmynupyem aHa-
b6onuyeckue peakyuu u pocm. PaccmompeHo 3HadyeHue KoHKypupyrouwux SnRK1 u TOR-KuHa3 Kak arnaeHbIX
peaynsamopos 3mozao nepekroyeHusi. Kpome moeo, paccmMompeHa porsib cueHasos, ornocpedyembix mpeaa-
11030-6-¢cbocchamom, 80 MHO20M QyHKUUOHanbHO cxoxux ¢ TOR-cueHanuHzoM. Bce smu pezaynsmopHble
MexaHU3Mbl rToOMO2arom pacmeHUsiM c80e8peMeHHO adanmupo8ambsCs K USMEHEeHUsIM ¢hakmopos eHewHel
cpeldbi u noddepxusamep 2oMeocmas. BoamoxHo, 8 bruxalwee spemsi bydem nosnydeHa AornonHUmMesbHasi
uHebopmayusi o ezaumodelicmeuu y pacmeHul 3Hep2emu4yecKux U CMmpecc-3ag8UCUMbIX CU2Hasos, ocy-
wecmensieMom yepes aHmaz2oHuU3mM kuHa3 TOR u SnRK1.

Knroyesnlie crniosa: cekcokuHasa 1, npomeuHkuHada SNRK1, TOR-kuHa3a, Arabidopsis thaliana, caxaporo-
cpedosaHHbIl cueHanuHe, MmpPaHCKPUNUUOHHbIE (haKmophb!
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Sugar-mediated regulation and the role
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Abstract: Sugars play an important role in plant metabolism. They are not only a source of energy, but also
an integral part of the intracellular signalling network. Signals involving sugars regulate a variety of metabolic
reactions, e.g. carbon and nitrogen metabolism, and produce plant response to biotic and abiotic stresses.
This paper provides a brief review of modern publications about sugars acting as metabolites and signalling
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molecules. The well-known and recently discovered pathways for the transmission of sugar-mediated signals
are described, along with their role in the regulation of plant metabolism and expression of nuclear genes.
Hexokinase 1 (an enzyme for glucose synthesis), which was one of the first studied participants in the sugar-
mediated signalling network, regulates the expression of many nuclear genes in response to changes in the
glucose level. Hexokinase 1 should be considered as a broad-spectrum regulator due to its participation in
the transmission of mitochondrial-nuclear signals and regulation of aging processes in plants, which func-
tions lay beyond the regulation of metabolic reactions. Of particular interest is the participation of sugar-
mediated signals in the switching of metabolic reactions in response to changes in carbohydrate concentra-
tions. Sugar deficiency deactivates most energy-intensive processes, at the same time as stimulating photo-
synthesis or (in its absence) enhancing catabolic reactions due to activation of the SnRK1 kinase. Under suf-
ficient sugar levels, the SnRK1 kinase is suppressed and the TOR kinase is activated, which stimulates ana-
bolic reactions and growth. The role of competing SnRK1 and TOR kinases as the main regulators of such a
process is considered, along with the function of signals mediated by trehalose-6-phosphate highly similar to
the TOR signalling pathway. All these regulatory mechanisms enable plants to adapt to environmental
changes and maintain homeostasis. It is possible that additional information will be obtained in the nearest
future on the interaction of energy and stress-dependent signals in plants through the antagonism of TOR
and SnRK1.

Keywords: hexokinase 1, protein kinase SnRK1, TOR kinase, Arabidopsis thaliana, sugar signalling, tran-
scription factors
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BBEOEHUE

Caxapa sBnst0TCA BaXKHEULUNMWN KOMMNOHEHTaMM
mMeTabonuama y BCeX >UBbIX OpraHu3moB. OHu
CryaT OCHOBOW ANSA NOCTPOEHNs MHOMMX coeanHe-
HUIA, ABNAIOTCA WCTOYHUKOM SHEpruu B aBTOTPOM-
HbIX U reTepoTPOdHLIX TKaHSAX pacTeHuin. NMomumo
3TOr0 HEeKoTopble caxapa MOryT urpaTb pofb Cur-
HarnbHbIX MOSEKYNn U NPUHUMAaTL ydYacTue B peryns-
UMM SKCNpeccun AAEepHbIX MEHOB, MPOAYKTbl KOTO-
pbIX Y4acTBYIOT B peakumax poTocuHTesa, asoTHOM
obmeHe u gp. [1]. CurHanbHble NyTU C y4acTuem
caxapoB BOBII€YEHbl B MNPOLLECChbl NEepPeKNoYeHNs
MeXAy FOBEHUITbHOW 1 B3POCNON CTaausAMK, a Takke
B mepexoge OT BereTaTtMBHOIO K penpoaykTMBHOMY
cocTosAHMIO [2]. MHOrMe KOMMOHEHTBLI caxaponocpe-
[OBaHHOW peryrnsaTopHoOM ceTu OO CUX MOop MOMHO-
CTbIO HE U3YYeHbl.

Cpeaun Hanbonee M3yYeHHbIX Y XOPOLLO OMUCaH-
HbIX B NUTepaType nyTen nepegavm caxaponocpeno-
BaHHbIX CUrHanoB y pacTeHWA MOXHO OTMETUTb CUr-
HanbHble NyTU C y4acTUeM MNpoTeuHknHasbl SnRK1,
TOR-knHa3bl 1M Tperanoso-6-coocparta (T6P) [3, 4].
OTn coeanHEHNs akTMBHO y4acTBYOT B MeTabonunye-
CKMX npoueccax pacTeHUN B KavyecTBe perynsatopos,
ABMAOTCA HEOOXOAMMBbIMM KOMMOHEHTaMM Ans KX
€CTeCTBEHHOro pocTa u pa3sutus. Bce nepedncnen-
Hble perynaTopHble MNyTu 0GecrnevMBaloT CBOEBpe-
MEHHYI0 afjanTaumio metabonuama B OTBET Ha ito-
Oble u3MeHeHus yrmeBogHoro crartyca. CurHanbl,
onocpenyemble SNRK1-kmHa30i, 3anyckarTcs npwu
3KCTPEMarbHO HU3KOM YPOBHE CaxapoB B OpraHus-
Me, OOHOBPEMEHHO CTUMYNUPYs (POTOCMHTE3 U Bbl-
3blBas nepepacnpeneneHve UMerLLIMXca pecypcos,

BbICBODOXAaeMbIx 3a CHET KaTabonuyeckmx peakummn
[5, 6]. lMoBbIWEHNE YPOBHS CaxapoB, B 4aCTHOCTW,
MOKO3bl, KOTOpasi MOXET BbICTyNaTb B KadecTBe
CUrHanbHOW MoMeKyrbl, Bbl3blBAaET akTUBaLMIO pery-
NATOpHbIX NyTen ¢ yyactmem TOR-kuHas, KoTopble
nogaensoT SnRK1-perynsumio, ycunvearoT aHabo-
nuyeckune npoLecchl U pocT pacTeHui. B To xe Bpe-
MS MoBbllWeHVe copepxaHus T6P npuBoouT K 3a-
MeOJIeHN0 pocTa NpPOpPOCTKOB apabduponcuca [7],
ycuneHnio katabonusma 6ernkoB, aMWMHOKWUCIIOT W
nMNMAoB, BbIKMIOYEHNIO 3HEPro3aTpaTHOro cuHTesa
HekoTopbIx 6enkos [8].

[na uccnegoBaHuin caxaponocpeoBaHHOW pe-
rynsumm ObIN0 NOMy4YEeHO MHOXECTBO MyTaHTOB
apabugoncmca ¢ M3MEHEHHOW 4yBCTBUTENbHOCTHIO
K rmiokose, caxapose, Tperanose v gp. Viccnegosa-
HWUs1, NPOBEAEHHbIE Ha TakMX MyTaHTax, No3BOMUMM
pPackpbITb CMOCOObLI KOHTPONA MeTabonMyecknx ny-
Ten yrnesogoB [9]. BeisiBneHo orpoMHoe 4ucrno re-
HOB, 3KCMPECCUsi KOTOPbLIX PerynmpyeTcs caxaposa-
BUCUMbIMU curHanamm [10].

Ha paHHbIn MOMEHT He BCe KOMMOHEHTbI ca-
XaponocpenoBaHHbIX MyTEeN BbISBMEHbl OO0 KOHUA.
Mano M3BeCTHO M O MexaHu3Mme perynsauum 3Tux
nyTen B 3aBUCMMOCTM OT TKaHecneunduyHoCTK.
B Onwkanwee Bpemsi OOMKHbI ObiTb NpoOBeAeEHbI
OTOEeNbHbIE WCCNeAoBaHWsl, BOCMOMHSAIOWME 3TU
npobenbl, a Takke paclMpeHO npeacTaBlieHne o
B3aUMOOENCTBUN CaxapornocpefoBaHHbIX CUrHanoB
C ropmoHonocpeayembiMu curHanamm. OcobeHHble
3aTpyOHEHUS BbI3blBAET MHOXECTBEHHbIN adekT
rOPMOHOB, KOTOPbIA He Bcerga npocT B MHTepnpe-
Tauun. BbINOMHEHWe 9TUX UCCnefoBaHUn, Heco-
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MHEHHO, NpeACTaBnseT UHTEPEC KaK B paMkax cre-
unduyeckon TemaTuKM  caxaponocpedoBaHHOro
CWrHanuHra, Tak U NpyM pacCMOTPEHMU C APYrMMU
BO3MOXHbLIMWU BHYTPUKIETOYHLIMU U MEXKINETOYHbI-
MW CUTHaNbHbLIMU MYTAMMU.

B paHHOM 0630pe 0606LeHbl AaHHbIE O CTPYK-
Type, (OYHKUMAX W NepeceyvyeHun rnaBHbIX MyTewn
caxapornocpefoBaHHOro curHanuvHra. B oTeuve-
CTBEHHOW nuTepaType 4Mcno oB30poB NO AaHHOM
TemaTuke SBHO HELOCTaTOYHO, NPW 3TOM 3a4acTyto
OHW MOCBSILLEHbI Y3KMM CMeunanM3mpoBaHHbIM Te-
MaMm, HEe PacCYMTaHHbIM Ha LUMPOKWI KPYr uccrnego-
Batenen. OnybnmkoBaHbl paboThbl, MOCBSLLEHHbLIE
CUrHanbHoOM dyHKUMW okcmaa asoTta, PUTOropmo-
HOB, OCOOEHHOCTAM perynsiuum caxapo30CUHTa3bl,
POSM CUrHanbHbIX NYyTEW C y4acTUeM HUTpaT-UoHa B
perynauum depMmeHToB ¢oTocuHTesa n Mmetabo-
nusama asota um yrnepoga. Llenb npegnaraemoro
ob3opa — 00600WMTL AaHHble 06 M3BECTHbIX Mec-
ceHOKepax OCHOBHbIX CaxapomnocpeAoBaHHbIX CUr-
HanbHbIX NyTen y apabugoncunca, CpaBHUTbL X POIb
B perynsaumm uanonormyecknx npoueccoB, B TOM
yncne CBsI3aHHbIX C MPoOpacTaHMEM CEMSIH, pOCTOM
NPOPOCTKOB, MepekKnoyeHneM meTabonuyeckux ny-
TEen, a TakKe pacCMOTPETb UX B3aUMOPETYALUo U
nepeceveHune ¢ CUrHanMHrom UTOropMOHOB.

CUTHAINNbHASA ®YHKLUUA MNMOKO3bI

1 POJIb HXK1

noko3a onocpeayeT MHOTME pPerynaTopHble nyTu
y pacteHun [11]. Ucnonb3oBaHue HemeTabonmampye-
MbIX FEKCO3 MO3BOSUO BbIABUTb U M3Y4UTb BO3MOX-
Hble MyTW Nepefayn curHanoB c ee ydactuem. [nio-
KO303aBMCUMas perynsaums npeacraBrieHa Lenon ce-
TbIO CUIHanbHbIX MyTEW, BOBIIEYEHHbIX B PErynsiLmio
akcnpeccumn 6onee 2000 reHOB pacTeHWU, 3HAYUTESb-
Has 4acTb KOTOPbIX KOAMPYET pasnunyHble hakTopsl
TpaHckpunumm [12, 13]. Bonbluyto ponb B nepepadve
3TOr0 TUMa CUrHanoB WUrpatoT rekcokuHasbl (hexoki-
nase, HXK), BbinonHSOWME He TOMbKO KaTanutuye-
CKyt0 (DYHKLMIO, HO 1 BbICTyMNawLmMe B KayecTse nep-
BMYHOrO CeHcopa rnokosbl [9, 14]. ekcokMHasbl apa-
Gugoncuca npeacTaBneHbl WeCcTblo 6enkamm, Tpy 13
koTopbix (HXK1-3) mmeloT kaTanuTuUyeckylo akTuB-
HOCTb, @ TaKKe TPeMs reKCOKMHa30-Nogo0OHbIMKU Ber-
kamn (hexokinase-like, HKL), nuweHHbIMX KaTanuTn-
YECKOWN aKTUBHOCTU. YCTaHOBIEHO, YTO PErYNATOPHYHO
dhyHKLMIO OocyLlecTBNST Tonbko Benkun HXK1, HXK3
n HXL3 [15].

BnepBble perynatopHasi porib FEKCOKMHA3 Y
pacTteHun Gbina ycTaHoBMEHa B 9KCMEPUMEHTaX Mo
00paboTKke M30NMPOBAHHBIX MPOTOMNIIACTOB MLUEHMW-
Ubl pacTBOPOM [fOKO3bl, B pe3ynbTaTe KOTOpPbIX
Oblnia BbIsIBIIEHa €€ porlb B MOAABIEHUN peakuui
FMMOKCUNATHOIO LMKNa MU 3KCnpeccun reHoB ¢oTo-
cuHTe3a [16].

Hanbonee un3y4yeHHbIM CEHCOPOM [MOKO3bl Y
pacTteHnn sensaetca rekcoknHasa 1 (HXK1) — uyuto-
30MbHbIA (PEPMEHT, KaTanuanpylLwmin npespaLle-
HWe rrKo3bl B rMoko30-6-poccat. HXK1 BxoguT B

COCTaB BbICOKOMOMEKYSPHOrO KOMMMeKca saepHom
nokanusauuu,  perynupyrlowero  TpaHCKpUnumio
agepHbIx reHoB [17]. B uccnenoBaHusix ¢ npuMeHe-
HMemM MyTaHTOB apabugoncuca gin2 (glucose
insensitive 2), nokasaHa ponb HXK1 B kayecTBe
nepBoro 3BeHa nNpwu nepefave BHYTPUKIETOYHbIX
rNIOKO303aBNCUMbIX CUrHANoB y pacteHuin. MyTaHT-
Hast NMMHMA gin2-1 nvmeeT AedEeKT NO reHy rekCoku-
Ha3bl 1 HXK1/GIN2, B pe3ynbtate MyTaHTHbIE pac-
TEHUS1 COXPaHAKT BO3MOXHOCTb CUHTE3MpPOBaTb
rMOKO30-6-hochaT, HO nNULIEHBI PeErynsaToOpHOM
dyHKunn HXK1, To ecTb cnocobHOCTM K CBSA3bIBa-
HUIO U TPaHCMNOPTUPOBKE MOMEKYN rntoko3bl. [nio-
KO303aBUCUMbIE U3MEHEHUS 3KCMNPeccun siaepHbIX
reHOB y 3TUX pacTEeHUN HapyLlalTCHd, HECMOTPSA Ha
CcoxpaHeHue kaTanutudeckon yHkuun HXK1. Ta-
knm obpasom, katanutudeckas dyHkums HXK1 ons
nepegayn perynaTopHbIX CUrHanoB, onocpenyemMbixX
rIIOKO30M, 3Ha4YeHns He umeer [3, 16].

HXK1 urpaeT BaxHyl0 ponb B perynauum use-
TEHUs, pocTa KOpHEN U NMNCTbEB B YCMOBUAX MOBbI-
LWeHHON ocseleHHocTn (200-300 MKMOSb-M ¢
anst apabugoncuca) [1, 11]. OTMe4eHo, 4TO MOBbI-
LeHne YPOBHSA [NIOKO3bl B anonnacTe nblfbLeBbIX
Tpybok apabugoncuca Bbi3biBAaeT OCTAHOBKY UX PO-
cTa, YTo onocpepyetcsa HXK1 [18]. JaHHble O oBOK-
cTBeHHON yHKuun HXK1 nonyyeHbl B akcnepumMeH-
Tax C MyTaHTHbIMW U TPaHCTreHHbIMWU NUHUSIMW apa-
fGugoncuca, KOTopble UMENY MOBbLILWEHHY UK No-
HVKEHHYI0 YyBCTBUTENBHOCTb K rrtokose [17].

MpucytcTBMe B nNUTaATENbHbIX Cpedax KO3kl
UNM caxaposbl MOXET TOPMO3WTb MpopacTaHue ce-
MSIH WU pasBuUTUE NPOPOCTKOB Ha paHHUX CTaausax
[19]. BblpawimBaHue pacTeHu OUMKOro Tuna Ha cpe-
nax ¢ pobasneHnem 2 unu 3% rnoko3bl HE OKa3bl-
BaeT CYyLLEeCTBEHHOro HEraTMBHOIO AEeNCTBUSA Ha pas-
BUTME MPOPOCTKOB. B TO e Bpemsi KOHUEeHTpauus
rNIOKO3bl UK caxapo3sbl 6% MOXeT NpMBOAUTbL K 3a-
OEpXKe npopacTaHns CeMsiH Ha CyTku u Gonee,
YXYOLWEHUI0 PasBUTUS  JIMCTbEB, (POPMMPOBAHMIO
yKopo4eHHbIX kKopHen [20]. OgHako pacTeHus apabu-
poncuca AtHXK1, cBepxakcrnpeccupylowne rex
HXK1, 6binn 4yBCTBUTENBHBI K OOOaBMNEHWNO Aaxe
HebonbLUMX KONMWYECTB [OKO3bl B Cpedy Bblpally-
BaHus (2% rnioko3bl) [3, 19]. PacteHnusa nuHum anti-
AtHXK1 co cHwkeHHon akcnpeccuen reHa HXKL
UMENU MeHee BbIPAKEHHYI0 PEerynaTtopHyo akTuB-
HOCTb TEeKCOKMHa3bl 1 M He MposABRANU YrHeTEeHUs
pocTa npu 06paboTke 3K30reHHoW rnoko3on [17, 21].

Y pacTeHun BbISBMNEHbI ABa OCHOBHbIX MyTU ne-
pedayn CUrHamnoB C y4acTUEM TTIHOKO3bI:

1. HXK1-3aBucuMbI NyTb, rnaBHas yHKUNS —
nogasrieHMe SKCMPECCUN FeHOB, NMPOAYKTblI KOTOPbIX
y4yacTBYOT B (POTOCUHTE3E N TPaHCMNOpTE caxapos B
KNeTKy, a Takke ydacTue B aKkTUBaUMu SKCrpeccum
HeKoTOopbIX reHoB. Tak, y apabugoncuca rrnokosa
BbICTYNaeT KakK MOMNOXUTENbHbLIN PEerynsaTop K-
npeccum TPaHCKPUMNUUOHHBIX chakTopoB MYB34,
MYB51, MYB122 u reHos CYP79B2 n CYP83B1,
KOTOpble OTBeYaloT 3a BMOCMHTE3 BTOPUYHBLIX MeTa-
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OONUTOB  IMMKO3MHONATOB, 3a4eNCTBOBAHHbIX B
pa3nu4yHbIX BMonorMyeckMx npoueccax, BKMYas
cTpeccoBbIn oTBeT. OTCYTCTBME MHOYKUUWU ITUX re-
HOB Yy MyTaHTOB gin2-1 ykasbiBaeT Ha ponb HXK1 B
aKTMBauMM MX 3IKCMpeccuwn, a Takke Mo3sonset
npeanonoxutbe ponb HXK1 B perynayun BTOpUYHO-
ro metabonusma [22].

2. HXK1-He3aBucumbli nyTb. W3BECTHbI reHbl,
rMOKO303aBMUCMMas perynsaums SKCnpeccum KoTopbixX
y TPaHCreHHbIX NUHUI apabugoncuca He U3MeHseT-
CSl, HECMOTPSA Ha CHWKEHHYIO UMW NOBbILLEHHYHO 3KC-
npeccuio reHa HXK1. Takas HXK1-HesaBucumas
perynsaums obecnevvBaeT 3aliMTy pacTeHun oT na-
TOrEHOB M MOXEeT ObITb OnocpedoBaHa [IHOKO30M,
caxapo301 unn pykTo3on ¢ npuBnevYeHmemM NOMmMMo
rekcoknHasel 1 apyrmx rekcokuHas [23]. lNMepepada
CMrHarsoB 3TOro TUMa MOXET OCYLLEeCTBNATLCS Yepes
G-6enok RGS1, koTopbi MMeeT 7 TpaHCMeMOpaH-
HbIX JOMEHOB N OENCTBYET KakK BbICOKOYYBCTBUTENMb-
HbI CeHcop rmoko3bl. Perynauuns ¢ yyactvem benka
RGS1 npuBoguT K OCTaHOBKE AeSieHus KINeToK U 3a-
MeaneHuto pocta [9].

OTmMeYeHO TecHoe nepekpbiBaHWE CUrHaroB,
onocpeayeMblx rniOKO30M, C CUrHanamu, onocpeay-
eMbiMn outoropmoHamu [2]. MHorne mytauumm apa-
Gupgoncuca, cBA3aHHble C HapyLIEeHUsIMK B nepeja-
Yye caxaponocpefoBaHHbIX CUrHarnoB, SBMASIOTCH
annenbHbIMU K MyTauusiM B reHaX, KOAMPYHLLMX
depmeHThl cnHTE3a abcumsoon kncnotbl (ABK) [9].
Tak, myTtaHT ginl (glucose insensitive 1) anneneH
MyTaHTy aba2 (abscisic acid insensitive 2) n HeceT
AedeKT reHa, kogupylowero oaMH 13 depmeHToB
6uocuHTesda ABK; mytaHT gin5 (glucose insensitive
5) anneneH mytaHTy aba3 (abscisic acid 3), Takke
umetowemy HapyweHue 6uocuHTesa ABK; mytaHT
sisb (sucrose insensitive 5) anneneH myTtaHTam
sun6 (sucrose uncoupled 6), isi3 (impaired sucrose
induction 3), gin6 (glucose insensitive 6) n abi4 (ab-
scisic acid insensitive 4), Bce 3T MyTaHTbl HECyT
AedekTbl reHa ABI4, koaupyowero oAHOMMEHHbIN
TPaHCKPUNLUMOHHBIN chakTop [24]. Tpn noBblWeHUN
YPOBHS MIOKO3bl B KNeTKax pacTeHWi 3anyckaeTcs
HXK1-onocpepoBaHHaa wuHAykuma cuHTesa ABK,
KOTOpas BbI3blBaeT YrHeTeHWe [OeNeHusa KNeToK U
OCTaHOBKY pas3BuMTUS MNPOPOCTKOB apabugoncuca
[25]. B3aumopencTeme perynsaTopHbIX MyTen, ono-
cpeayemblx rmnwoko3on n ABK, akTMBHO ocyliecTs-
NAeTCs Ha paHHUX CTaausixX pasBUTUSA MPOPOCTKOB
Yepes NPsIMOM KOHTPOINb 3KCNPECCUU FeHOB, OTBET-
CTBEHHbIX 3a oTOoaBTOTpPOpHOE pas3suTUE, MNpo-
pactaHue u otocuHTes [26]. OOHUM M3 KOMMOHEH-
TOB, ydacTBywLlWMX B nepepade curHanos ot ABK,
ABMNSETCA TPaHCKPUNUUOHHLIA hakTop ABI4. Okc-
npeccusa reHa ABI4 noBbilaeTcs Npu yBernunyeHum
cogepxaHusa kak ABK, Tak n rmioKko3sbl, a Takke npu
pasnuyHbIX CTpeccax, KoTopble Takke WHAYLUPYIOT
6uocuHTes ABK [27].

MoateepxaeHo ydactue ABI4 B nepepave mu-
TOXOHAPUWAIbHO-SAEPHBIX CUMHanNoB Yy pacTeHWN.
Mpn gencTeum poTeHoHa (MHrMbuTopa AblxaTernbHo-

ro komnnekca |) y pactenuii apabugoncumca akotuna
npoucxoauT uHAaykuna sgepHoro reHa AOX1A, npo-
OYKT KOTOpOro (anbTepHaTMBHas okcugasa [Apbixa-
TenbHOW Uenu) fnokanu3oBaH B MUTOXOHOPUAX. Y
MyTaHTOB abi4 Takoh WHOYKUMW HEe MNpPOMCXOAWT.
MokasaHo, yTo 6enok ABI4 ceasbiBaeTcsa C peryns-
TOPHbLIMUW 3NIeMEeHTaMK1, PacnONOXeHHbIMU B MPOMO-
TOpHOM 06nacTu reHa anbTepHaTUBHOW OKCMAAa3bl
AOX1A [28]. 3Tu AaHHble yKasblBalOT Ha Henocpea-
CTBEHHOE YyyacTue TpaHCKpUNUMOHHOro dakTopa
ABIl4 B nepepaye MUTOXOHOPUWANBHO-ALEPHbLIX CUr-
HarnoB Npw HapyLeHun paboTbl MUTOXOHAPWAITLHON
3NEKTPOH-TpaHCMOpTHOM Lenu [28, 29].

MoXHO OTMeTUTL TEeCHOe nepeceveHue peryns-
TOpPHbIX MNyTewn, onocpenyembix rnwokoson un ABK,
C nyTaAMK, OnocpeayemMbiMu (OUTOrOPMOHOM 3TuUne-
HoMm. MyTaHTHble nuHUKM apabugoncuca, HeYyBCTBU-
TenbHble K aTuneHy (etrl-1, ein2 n ein3-1), asnstoT-
CHA rMNep4YyyBCTBUTENbHBIMU K OEUCTBMIO [MHOKO3bI.
JIvHun etol-1 (ethylene overproduction 1) n ctrl-1
(constitutive ethylene triple response 1) ¢ ycunes-
HbIM OWOCMHTE30M 3TWUMEHA He WMET 3aJepX-
Ky pocTa Mpu BblpallMBaHMU Ha cpefe ¢ 6% rmoko-
301 [11, 30].

O6paboTka NPOPOCTKOB (PUTOrOPMOHOM LIMTO-
KMHVHOM BbI3bIBAET CTUMYMALMIO POCTa MTMNOKOTUA
Yy MYTaHTOB @in2-1 no cpaBHEHWIO C pacTeHUAMMU
OVKOro Tuna, YTO MO3BOMSAET NPeanonoXutb, YTO
NPUYMHON 3TOMO MOXET CMY>XUTb MOBbILUEHHAs YYB-
CTBUTENBHOCTb MYTAHTOB (in2-1 K OeNCTBUIO OaH-
Horo guToropmoHa. Cnegyet oTMeTUTb, YTO Oen-
CTBME LMTOKMHMHA TaKkKe OTMEHSIeT 3adepXKy B
paHHeM pa3BUTUM NPOPOCTKOB 3KOTWUMA, BblpalleH-
HbIX Ha cpede ¢ 6%-1 rMIoKO30M1, YTO yKasbiBaeT Ha
nogasneHue nyTen nepegayn CUrHanoB € yyacTuem
HXK1. OgHako noBbllleHUe YPOBHSA LIMTOKMHWHWMHA
B OpraHnsMe pacTeHWn akTUBHO CTUMYNUPYET CUH-
Te3 (bUToropmMoHa aTuneHa (aHTaroHUCT CUrHarmnoB C
y4acTMeM [TIHKO03bl), YTO MO3BONSAET NPEeanonoXunTb
poNb LMTOKMHMHA KaK NOCpefHMKa B BbILLEOMNUCAH-
HbIX npoueccax [3, 11].

HXK1-3aBucumble perynsaTopHble NyTU CTUMY-
NUpylOT CTapeHue pacTeHun. CBepxakcnpeccus
reHa HXK1 apabugoncuca npuBOAMT K YCUIIEHMIO
NpoLIeCcCOB, CBSA3aHHbLIX CO CTapeHueMm, B TO BpeMs
KaK MyTaHTbl gin2-1 NposiBNsOT CYLLECTBEHHYIO 3a-
Oepxky ctapeHua [3, 31]. CnegyeT OTMETUTb, YTO
otcytctBue HXK1 y 3Tux MyTaHTOB MOMHOCTbIO He
OTMEeHsIeT AeNCTBME 3K30reHHbIX CaxapoB Ha CTu-
MYMSILMIO MPOLLECCOB CTapEHMsl, YTO yKa3blBaeT Ha
noTeHuManbHOe y4yacTue Opyrux TUMOB Caxaporo-
CpeAOBaHHbIX CUTHAsOB.

POJIb SNRK1-ONMOCPEOOBAHHbIX

CUIrHANOB B AQANTALWUU PACTEHUN

K OE®NLUUTY SHEPTUA

KoHcepBaTuBHas retepoTpumepHasi NpoTENHKM-
Haza SNRK1 — BaxHbIN perynatop npoLeccoB
mMeTabonuama uM KNeToyHoro romeocTtasa y pacTte-
Hun [1]. OHa gBnseTca OOHUM M3 LEHTpanbHbIX
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KOMMOHEHTOB-NEepeKnoyaTenen npoueccos, Ha-
npaBneHHbIX Ha 6anaHcMpoBaHWE KNETOYHOW 3Hep-
rmn. lepepaya curHanoB ¢ yyactvem 6enkoBoro
komnnekca SnRK1 y pacTeHuin ocyliecTBnsieTcs
nocpeacTsoM npuBreyeHus GonbLIoro Yncna apy-
rmx GenkoB-nepeHoCcYMKoB. 3anyck Kackaga CurHa-
noB ¢ ydactnem SnRK1 npouncxoguT npu CHUXEHUN
YPOBHS 9HOONEHHbIX CaxapoB, KOTOpble B HOpMEe
penpeccupyloT akTUBHOCTb 3TOM KUHa3bl. AKTUBa-
uma SnRK1 HanpaBneHa Ha NOBbILEHWE YPOBHS
pacTBOPMMbIX CaxapoB B KreTke, YTO JocTuraetcs
nocpeacTBOM yCWUMeHMsl peakumn kaTabonvama,
penpeccun peakumi aHabonmama, HO OQHOBPEMEH-
HO akTuBauuun (OOTOCUHTE3a M MIOKOHEeoreHesa [6].
SnRK1-onocpenoBaHHas perynsaumsa peanumsyeTtcs C
y4yacTMEeM pasfnyHbIX TPAHCKPUMNUUOHHBIX hakTo-
pos (cemencts bZIP, NAC n FUS) [32].

SNnRK1 - 9T0 MynbTUCYOBLEAMHUYHBIA KOM-
Nnekc, COCTOoAWMA M3 Tpex cybbeamHul: a-cyob-
eavHuLa SBNAETCS ABYXKOMMOHEHTHOW UM COCTOUT
M3 KWUHA3HOrO W PErynsiTopHOro [AOMEHOB, (- U
y-CyObeanHuLbl SABMAOTCS perynsatopHbeiMu. Kax-
OblN TUN cyObeanHUL, BKMOYaeT HECKONbKO MOATU-
nos (a1, o2 mn T1.4.). B 3aBMcMmocTn oT nmogTvna
a-cybbeanHmubl cemenctBo SNRK1 BkntovaeT noa-
cemenctea SnRK1a1/SnRK1a2/SnRK1a3 (Takke
nmeHyemble SNRK1.1/SnRK1.2/SnRK1.3, AKINa1/A
KINa2/AKINa3, KIN10/KIN11/KIN12 wnn AKIN1O0/A
KIN11/AKIN12). KuHasHbli AOMeH a-Cyb6beamHuubl
COAEPXUT y4acToK, HasbiBaembln T-loop 1 HecyLmi
BbICOKOKOHCEPBATUBHBLIN aMWHOKUCITOTHBIA OCTaTOK
TPEOHMHA, KOTOPbIA roKanu3yeTcs ANns  KaKgoro
TMNa o-cyobeavHuubl B crneuuduryeckom nonoxe-
HuMM aToro 6ernkoBoro kocnnekca. ®occopununposa-
HMe 3TUX TPEOHUHOBLIX OCTATKOB 3aryckaeT KuMHa3-
HYI0 akTMBHOCTb SNRK1 [33].

B 2007 r. ObIN0 yCTaHOBMEHO, YTO MHAKTMBALMSA
aByx cyobeguHuy SnRK1 — SnRK1a1/KIN10 wu
SnRK1a2/KIN11 (kinasel0/11), obnagatoLlimx kaTta-
NUTUYECKON aKTUBHOCTbLIO, MPUBOAUT K HapyLUEHWIO
dyHKUMOHMpoBaHua SnRK1, ocTtaHoBKe pocta W
pa3BUTMS NPOPOCTKOB apabuponcuca [6]. Skcnpec-
CMS1 MHOTUX FE€HOB, MPOAYKTbl KOTOPbIX Y4acTBYIOT B
npoweccax katabonuama u aHabonuama, nogBepxe-
Ha perynauum ¢ ydactuem KIN10 n KIN11. Ha mono-
OblX NUCTbSIX M LBETKax apabuponcuca nokasaHo,
yTo KMHa3sbl GRIK1/SnAK1 n GRIK2/SnAK2 (gemini-
virus Rep interacting kinase nnu SnRK1-activating
kinase) aktuBupytoT SnRK1 nocpeactsom docdo-
pynupoBanus cyobeauHmy KIN10 n KIN11. [1BorHoOM
MyTaHT SnAK1-SnAK2 no reHam GRIK1 un GRIK2,
MOMYYEHHBbIN METOAOM MHCEPLUOHHOIO MyTareHesa,
CnocobeH K UBETEHWI0, HO He crocobeH gaBaTh ce-
meHa [34]. HapyweHue paboTbl ntobor n3 aTux kKuHa3
BbI3blBaeT HapyLleHne docdopunmpoaHns SnRK1,
YTO yKasblBaeT Ha WX y4acTve B perynsuum pabotb
SnRK1. KIN10 y4yacTByeT B X/0pOmnfacTHO-a4epHOM
perynsaumm akcnpeccum reHos [35].

B 2018 r. 6bIN0 nokasaHo, YTO perynatopHas
cybveamHmua SnRK1 KINy B3aumopencTtsyeT C

HXK1 apabugoncuca, nogaensisi ee perynsiropHyto
dyHKumio. Mockonbky akcnpeccus reHa KINy nHay-
umpyeTcs B TEMHOTE, MOXHO MNpeanonoXuTb, YTO
aTa cybbeaunHvua yyacTByeT B nepegade CUrHanos,
BO3HMKaKOWMX B OTBET Ha AeduunT YrneBOAOB,
BO3HMKAKOLWNA NMpU OONTOM OTCYTCTBUM (POTOCUHTE-
3a [36].

SnRK1-onocpegoBaHHble curHanbl MNpUHUMAOT
yyactme B perynaumm metabonuama Kpaxmana.
PacTteHuns kaptodens, cogepxalume cBepxakcrnpec-
cupyowme reHbl SNRK1-kMHA3HOro Komrnekca,
UMEenu MOBbLILLEHHYIO 3KCMPEeCCUtd reHOB caxapo-
CWHTa3bl W [NOKO30-1-dochaTageHunmnTpaHcde-
pa3sbl (MPOOYKTbl KOTOPbIX Y4YacTBYWT B CUHTE3e
Kpaxmarna), YTo NpuMBOAMUIO K BO3pacTaHU copep-
XaHusa Kpaxmana B knybHsax. HeobxoammocTb
SnRK1 gns akcnpeccun reHoB a-amwunasel (dep-
MEHT rmgponunsa Kpaxmarna) B YCroBusaX yrneBOAHO-
ro ronogaHus y sMOGpuoHOB puca M MeHuubl yka-
3blBaeT Ha ponb SnRK1 B perynsaumm cuHtesa u
pacnaga kpaxmana [37].

CUIrHANbI, ONOCPEOYEMbIE
TOR-KMHA30W, KAK AHTAITOHUCTbI
SNRK1-CUTHAJTIOB

TOR (Target of Rapamycin) — 310 cepwH/Tpeo-
HUHOBasl MPOTEMHKMHA3a, SIBNALWAACA OAHMM U3
KMOYEBbLIX PEryrnsiTopoB MeTabonvama. 3BOMOLMOH-
HO KoHcepBaTtuBHas TOR-onocpegoBaHHas peryns-
LM MPUCYTCTBYET Yy OPOXKEN, KUBOTHBIX U pacTe-
HUA [38]. TeHbl, kogupylowme TOR-kuHa3bl, Obinu
OBGHapyXeHbl B TE€HOME BCEX OTCEKBEHMPOBAHHbIX
BWOOB pacTEHUIA U BOOOPOCHEN.

Y XMBOTHbIX K gpoxken TOR-kuHasa npea-
CTaBreHa B BMAe OBYX BbICOKOMOSEKYISAPHbLIX KOM-
nnekcos, HasbiBaeMblx TORC1 n TORC2, CTpyKTy-
pa KOTOpbIX XOpoLwo u3yyeHa [39]. B reHome apa-
fGugoncuca OTCYTCTBYIOT NocrefoBaTenbHOCTU, ro-
MONnOrn4YHble KomnoHeHTam komnnekca TORC2, oa-
Hako, umetotca romonorn TORC1 u gBa TOR-
B3auMoOOenCcTByOWKMX komnnekca — LST8 n RAP-
TOR [40], yTo No3BonseT paccmatpmBaTb 3TN Gen-
KW B KayecTBe OCHOBHOM KOHCEPBATMBHOMW 4acTu
TOR-onocpefoBaHHOW  perynsauun,  pacnpocTpa-
HEHHOW Yy pacTeHWI, XXMBOTHbIX U APOXKEN.

B oTnuumne oT MnekonuTaroLLmx Unu Opoxoken, y
pacTeHWn Ha OaHHbIA MOMEHT BbISIBMEHO NULLb He-
fonblioe YMcno pm3nonormyeckux NpoLeccoB, Ko-
Topble perynupytotca TOR-kuHason. lNMpsimbie Mu-
weHn TORC1-onocpegyeMbix curHanoB — puboco-
ManbHast kmHasa S6 (S6K) n 6enok TAP46. Y
apoxokenn S6K yyactByeT B perynduuu pasmepa
KNeToKk U B pa3sutum ctapeHus. Npegnonaraetcs,
yto S6K y apabwugoncuca orpaHuymBaeT AefneHune
KNeTok M Ux pocT npu geduumte caxapoB. YcCTa-
HoBIeHo, 4YTo PP2A, perynatopHasi cybbeauHuua
6enka TAP46 apabugoncuca, docdopunupyetcs ¢
yyactvem TORC1. Tllpu HapylleHun CTPYKTYpbl
b6enka TAP46 npoucxoguT CHMXEHWE aKTUBHOCTU
depMeHTOB acCUMUNAUUN HUTPATOB, Hanpumep,
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HUTpaTpeayKTasbl, YTO yKasbiBaeT Ha ponb TOR B
perynauun metabonuama asoTa y pacteHun [38].
Mpy a30THOM TrOMOAAHUN CHUXKEHUE aKTUBHOCTU
TOR 3anyckaeT 3HOOUMTO3 M Aerpagaunto yskocne-
unnyeckux TpaHCMOpPTEPOB, KOTOpble 3aTem 3a-
MEHSTCA Ha TpaHcnopTepbl 6onee WMpokon cne-
unanusauum, cnocobHble BoBnekate 6onbliee ymc-
Nno MOnNeKyn, ABNSALWMXCA NOTEeHUMANbHbIM NCTOY-
HWKOM 3Heprum [39].

[nioko3a moxeT aktmBupoBaTb TOR nocpea-
ctBoM pgeaktmBaumm SnRK1. TOR-knHaza akTuBuK-
pyeTcsa npu BbICOKOM YpPOBHE nUTaTernbHbIX Be-
LLeCTB U 3anycKaeT CBSA3aHHbIe C POCTOM 3HEpProem-
K/e npouecchbl, TakMe Kak TpaHcnauus, nponude-
pauns KNneTok, peakuum aHabonunama [41]. YcTtaHoB-
neHo, 4to y apabupgoncuca TOR-curHansl SBNAKT-
Csl rMaBHbIMW MeguaTopamu, CBA3aHHbLIMU C MPO-
pacTtaHuem [12]. Ana cmelleHnst oT reTepoTpodHO-
ro kK oTOaBTOTPOPHOMY TUMY pPOCTa Y NPOPOCTKOB
apabungoncmuca TOR-curHanbel, onocpeaoBaHHbIe
[MIOKO30M, aKTUBMPYIOT OONbLUOE YMCHO T[EHOB,
y4acTBYHOLUMX B KINETOYHOM LMKNe u aHabonuye-
CKUX npoueccax, U NoAaBnsloT reHbl, OTBETCTBEH-
Hble 3a kaTabonuam. MyTaHTbl raptorl npakTuyecku
He npopacTaT, UMEKT NMOHWXEHHYIO YCTOMYMBOCTb
K cTpeccam [42]. TOR-onocpeayemble curHasbl
OENCTBYIOT CXO04HO ¢ T6P, ABNAACh aHTaroHMcTamm
SnRK1-curHanuHra. [lokasaHo, 4YTO y Miekonutat-
WX N gpoxoken npu geduuurte nutaTenbHbIX Be-
wects aHanorm SnRK1 WHIMOMPYIOT aKkTMBHOCTb
KoMnoHeHToB komnnekca TOR [30]. Takum obpa-
30M, curHansl SNRK1 n TOR genctBytoT no npuviH-
uuny aHtaroHuctos. lNpeanonaraetcs, yto KIN10 B
coctaBe SnRK1 dochopunupyer RAPTOR, peak-
TmBupysa TOR-cuctemy [36]. NMNo-Bngnmomy, 310 CU-
CTEMa KOHTPOIs CTEMEHU 3Heprun yHKUMOHUpPYeT
y pacTeHu Ha ypoBHe OernKoB-MepeknoyaTenem
aHabonM4ecknx 1 kaTabonM4ecknx KNeToYHbIX Npo-
ueccoB. HecmoTtps Ha BoBnedeHHocTb TOR- u
SnRK1-curHanoB B perynaumio MHOrMx metabonu-
YECKMX NPOLECCOB, HEBO3MOXHO TOYHO ONpeaeniTb
BCE KOMMOHEHTbI NepefavnM 3TUX PErynaTopHbIX
nyten. O4eBMAHO, YTO 3TN OBE CUCTEMbI UHULMU-
pYIOT pasHoHanpaBlieHHble CUrHanbl U He PyHKLNO-
HUPYIOT OAHOBPEMEHHO.

YctaHoBneHa ponb TOR-curHanoB B buoreHese
pnbOCOM Yy pacTeHUi, APOXOKEN U MIEKOMUTAIOLLUX.
AkTuBUpyemble rnoko3on TOR-curHanel NpUBOAAT K
YCUNEHUIO 3Kcnpeccum Gonee COTHWM reHoB apabu-
goncuca, kogupylowmx 6enku pudbocom, a Takke ux
dakTopbl cbopa MHULMALMM 1 anoHrauun [43, 44].
Kpome Toro, akcnpeccusi 3Tux reHoB pernpeccupyeT-
ca curHanamun ¢ yyactuem KIN10, kotopas aktueu-
pyeTcsa npw ronogaHnyM unmn cTpecce u noaasnsieTcst
rnioko3on [45]. OTu gaHHble ewe pa3 nogTeepXxaa-
10T aHTaroHnM3m mexay curHanamm TOR n SnRK1.

CUTHANbHASA ®YHKLUUA TPEFANO3bl
nT6P
Tperanoso-6-cpocdat (T6P), npenwecTBeHHUK

Tperanosbl, CUHTE3NPYeTCa U3 rMioKo3o-6-cocdaTa
n UDP-rnokosbl ¢ y4acTuem Tperanoso-6-docdar-
cuHTasbl. Monekynel T6P cnyxaTt curHanom noBbl-
LIEeHNs YPOBHA 3HAOreHHbIX caxapoB [37]. CuHTes
T6P B OoTBET Ha MOBbILWEHNE YPOBHA 3HOOrEHHOM
caxaposbl noagepXvMBaeT NPOLEeCChbl pocTa KNeTok
yepes CTUMYNUPOBAHME CUHTE3a PasfiU4HbIX KOM-
NMOHEHTOB KMNETOYHbIX CTEHOK, a Takke MpuMBOAUT K
B3aUMOOEWCTBUIO C CuUrHanamu, onocpeayembimMun
ayKCUHaMyM Kn CBEeTO3aBMCMMOW perynauunen [46].
Mpn Hu3kom ypoBHe T6P npoucxoouTt 3agepxka
pocTa pacTeHuMn BBUAY YrHeTeHust BuocuHTeTnye-
CKMX npoueccos [47].

[Mony4eHbl JaHHbIE O NPAKTUYECKOW 3HAaYNMMOCTH
Tperanosbl Npu ee Ucnonb3oBaHun B 6opbbe ¢ Myy-
HucTon pocon (Blumeria graminis) y nweHuubl. O6-
paboTka Tperano3on 3apaXeHHbIX MPOPOCTKOB
MWEeHNUbl CTUMYNMPYET SKCMPECCU0 3alUUTHBIX re-
HOB B OTBET Ha CTPecc, YTO NPMBOOUT K aKkTuBauum
cneununyeckon 3alwmuTHOM peakuMu 1 noBblaeT
YCTOMYNBOCTb pacteHns [37].

BaxHbIM MOMEHTOM caxapornocpeioBaHHOW pe-
rynaumMm sIBNSETCH B3aMMOOENCTBUE Mexay CUrHa-
namun T6P n SnRK1 [48]. YcTtaHoBneHo, 4yto T6P-
cuUrHanbl UHIMBUPYIOT akTMBHOCTb SNRK1, 4yTo npwu-
BOAMUT K aKTMBALWMW CUHTETUYECKUX peakuun, cTu-
MynupyeT aHabonuyeckue peakumm B OpraHvu3me
[11]. OgHako ApeTanbHbIA MEXaHW3M 3TOro Tuna
B3aMMoAencTBun TpebyeT AanbHEeNWero n3y4eHus.

Y apabugoncuca nosblweHne ypoBHs T6P npu-
BOAMWT K HaKOMMEHUI0 aHTOLMAaHOB Ha MO34HWX CTa-
ONsIX pasBUTUS NUCTbEB. [py NOHWXEHUN YPOBHSA
T6P ypoBeHb aHTOUMAHOB cHuxaeTcs. PacteHus
apabugoncuca ¢ «BbIKMOYEHHbIMUY reHamu kinl0 n
kinll Takke MMEKT MOBbLILEHHOE COAEepXKaHUe aH-
TOUMaAHOB B MUCTbAX W OEMOHCTPUPYIOT paHHee
cTapeHue B YCNOBUSX MOCTOSAHHOW OCBELLEHHOCTH,
B TO BPEMS KaK Y TpaHCreHHbIX pacTeHun C MNoBbl-
LWEHHbIM YpoBHeM akcnpeccun reHos kinl0 m kinll
cTtapeHue 3amegnsetcs [49]. IHTepeCcHO OTMETUTb,
YTO B CTapewwmx NucTbax pacteHns SnRK1 He
WHrMbupyetcs TGP, BO3MOXHO, NO NPUYNHE OTCYT-
CTBUSI COOTBETCTBYHOLLMX MPOMEXYTOYHbBIX CUrHaNoB
[21]. T6P HakannuBaeTcs npu pasBUTUM NPOLLECCOB
cTapeHusi. TpaHCreHHble pacTeHust apabugorcuca,
aKcnpeccupyowme GakrtepuanbHeil dpepmeHT TPP
(T6P-chbochoTasa, kaTanuaupyeT npeBpalleHue
T6P B Tperanosy), UMeIT CHUXEHHOE cofepXaHune
T6P n nNposiBAAOT NPU3HAKM OTMEHbI CTapeHusl B
B/AE OTMEHbI MOXENTEHUS NUCTbEB, CHMKEHNS 9KC-
npeccun reHoB-MapKepoB CTapeHust U OTCYTCTBME
HaKonneHus aHTouMaHuHoB [50].

3AKNKOYEHUE

Y pacTeHun Ha CerogHsAWHWN AeHb W3BECTHO
BonblUOE YMCIO Pa3fUYHbLIX PErynsaTOPHbIX MNyTEeRn,
npoTeKalLmx ¢ y4acTmeM caxapoB B KayecTBe Cur-
HanbHbIX Mornekyn. MexaHusmbl Takow perynauum
3BOSIIOLUMOHHO KOHCEPBATMBHbLI A1 BCEX 3yKapuoT.
YacTb KOMMOHEHTOB 3TON GONbLUON N CIOXHON CEeTH
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CUrHanoB OCTaeTCs He [0 KOHLAa M3yYeHHOW, Mo3To-
My UCCrefoBaHUSA B STOM HarpaBfeHUn He TepsoT
CBOeW akTyanbHOCTWU. [anbHenwuve wuccrenoBaHus
MO3BOMAT YCTAaHOBUTb HOBbIE TOYKM MepeceveHns
3TUX CUTHanbHbIX MYTEN, BbISIBUTb MX B3aMMOCBS3b,
YTO NO3BOSMUT MOHATbL BECb MEXaHM3M nepefayu ca-
xaponocpeayembix curHanoB. B uacTtHocTu, npea-
CTOUT BbISICHUTb, KakMe WMMEHHO NPOMEXYTOUYHbIE
MOIeKynbl OEUCTBYIOT Ha BHYTPUKIETOYHOM, MEX-
KNeToO4YHOM M OpraHU3MeHHOM YpOBHSAX. HakoHeu,
Kakne MMEeHHO MOIeKyrbl nexaT BO BCeX nepeceye-
HUAX perynaTopHbeix nyten mexgy TOR, SnRK1 n
HXK1, Kak UMEHHO OHW OEWCTBYIOT C Y4ETOM TKaHe-
cneumduYHOCTU y pasHbIX BUOOB pacTeHui. BnonHe
BO3MOXHO, YTO B Onwkaviee BpeMs 6yayT OTKpPbIThI
HOBbIE€ KOMMOHEHTbI U HOBbIE CaxaponocpeoBaHHbIE
nyTW Perynauum kak 3KCNpeccun reHoB, Tak U Hemno-

CpeAcTBEHHO MeTabonuama y pactenuin. bygeT no-
nyyeHa gonosnHuTenbHasa nHgopMaums o nepecede-
HUW SHEPreTUYEeCKUX N CTPECC-CUrHaNoOB Yy pacTeHUN
yepes B3aMMouUcKMoYawowme dyHkumM SnRK1 wn
TOR-kMHa3, y4acTBYIOLLMX B perynauum TpaHCKpun-
umun, TpaHcnsumm n obuwero metabonuama B OTBET
Ha curHarnbl OT rOPMOHOB, LMpKagHbIX PUTMOB, NaTo-
reHOB, U3MEHEHUS YPOBHA NUTaTENbHbIX BELLECTB U
curHanoB u3 BHellHewn cpeabl. bonee petansHoe
n3y4yeHne ocobeHHOCTEN nepepadn CUrHanoB C yya-
CTMEM CcaxapoB NpeacTaBnseT OONbLIOW MHTEPEC B
CBSI3M C UCKMIOYUTENIbHON BAXXHOCTBIO 3TUX CUrHarnoB
ONa agantaumm pacTeHU K M3MEHSIIOLMMCS YCro-
BUSIM OKpYXXalollen cpenbl W, Kak crneacrsve, and
obecneyeHnss MX BbICOKON OMONOrMyYeckon npoayk-
TUBHOCTMW.
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