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TOR SIGNALLING IN PLANTS
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Abstract. Plant growth is remarkably plastic and coordinated by the complex of signalling pathways in
response to changing environmental conditions. Among known signalling pathways in eukaryotic organisms, TOR
(Target of Rapamycin) signalling is the central component of perception and transduction of exogenous envi-
ronmental signals and coordinates the cell growth and whole organism. The various manipulating with TOR comp-
lex components in Arabidopsis thaliana showed the key role of TOR signalling pathway in regulation of protein
translation and metabolism, and also its involvement in other biological processes such as embryogenesis, meristem
activation, root and leave growth, flowering and senescence. In this review it is showed recent research in plant TOR
signalling field.

VIK 581.1
TOR-CUTHAJIU3ALIAA Y PACTEHUU

A. II. KpaBuenko, P. U. bepcumbaen

HHMU KierouHoii OMOI0rHMH ¥ OMOTEXHOJIOTHH,
EBpasuiickoro HarmoHamsHOTO YHUBepcuTeTa uM. JI. H. I'ymunera, Acrana, Kasaxcrana

Kiarwuernie cioBa: AtTOR, TOR xomiuiekce 1, Arabidopsis thaliana, AtRaptor, AtLSTS, S6K1, PP2A.

AHHoTanus. PocT pacTeHuil oTIn4aeTcs MIaCTUYHOCTBHIO M KOOPAUHUPYETCS MHOXKECTBOM CUTHAJIBHBIX ITyTel
B OTBET Ha M3MEHAIOLIMECS YCIOBHUA OKpykaromied cpensl. Cpeau M3BECTHBIX CHUTHAJBHBIX IyTeH y JykKa-
puotudeckux opranm3MoB, TOR (Target of Rapamycin) curHanmsanust sSBJISETCS HEHTPATBHBIM KOMIIOHCHTOM
BOCTIPUSITHS W TPAHCAYKIIUH 3K30TCHHBIX CHTHAJIOB OKPYXKAOIIEH CPEeIbl M KOOPIAMHUPYET POCT KIETOK U IIEIIOT0
opranu3ma. Pasnmunble manunymsinuu ¢ komnoHeHtamu TOR komrutekca y Arabidopsis thaliana yxa3bplBaioT Ha
Kimo4eByio pois TOR curHampHOrO MyTH B PETYJSAIHMK CHHTE3a Oenka W MeTabom3Ma, a TakKe ero yJacThe B
IPYTUX OMOJOTHYECKHX IPOIECCax, TAKUX KaK SMOPHOTCHE3, aKTHBALASA MEPUCTEM, POCT KOPHEH W JIMCTHEB, IBE-
TEHHE U cTapeHue. B aTom 0030pe mpuBeIeHbI IOCIEIHIE JaHHbIe HccneqoBanuii B o0mactu TOR-curHanmsanum y
pacTeHuii.

BBenenme. HecMoTps Ha TpHHAAICKHOCTH K OOMICH TpyIe DYKApPHOT, PACTEHUS DBOJIOITHO-
HUPOBAIM KaK MHOTOKJICTOYHBIC OPTraHM3Mbl HE3aBUCHUMO OT JKUBOTHBIX CO CBOMUMH CIEIU(PUICCKUMU
MeXaHW3MaM{ KOOpIMHALWK Tponudepanyu KIeTOK W KISTOYHOTO pocTa. B oTiWdYMe OT KWBOTHBIX,
pacTeHusi Kak aBTOTPO(HBIE OPTaHW3MBI HCIONB3YIOT HEOPTaHWYECKHE MUTATEIbHBIE BEIIECTBA U CBET
KaK MCTOYHHUK IHIIU. B TO BpeMs Kak y KUBOTHBIX TeJi0 (OPMUPYETCsi CTPOro BO BpeMs 3MOpHOreHe3a
WM Pa3BUTHS JIMYMHOK, Y PACTEHUHM TMOKHUI M 9aCTO HEONpPECICHHBINA XapaKTep pocTa ¢ 00pa3oBaHUEM
HOBBIX OpPTaHOB Ha MPOTSDKEHUHM BCell WX XKM3HW. HOBBIE KOPHHM, JHCTHS M IBETH BOCIIPOU3BOIATCS U3
YHUKaJIBbHBIX CTPYKTYpP, Ha3bIBAECMBIX MEPHUCTEMAMHU, KOTOPBIC COACPIKAT INIFOPUIIOTCHTHBIC CTBOJIOBLIC
Kietk [1].
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CurnanpHasi cucTeMa IEpefadyd MUTATENbHBIX BELIECTB y PACTEHHH HMEEeT CBOM OCOOCHHOCTH.
OueHp rubOKas MOJENb POCTA PACTEHHUIl MO3BOJSIET UM CIPABISITHCA C HEXBATKOH BOABI, CBETa U MHU-
HEpaJbHBIX BEIIECTB B IOYBE KOOPAWHUPYS TE€HETHMYECKHE IPOrPaMMBI, KOTOpPbIE MO3BOJSIOT WM
NepeHanpaBUTh SHEPreTHYECKHE pEeCypchl M MHTATEIbHbIC BEIIECTBA KOHKPETHBIM METa0OINYECKUM
npoueccam [2, 3].

B Teuenue Bcero xKM3HEHHOTO IIMKJIAa MHOXKECTBO CUTHAJIBHBIX IyTEil KOHTPOJIUPYIOT POCT pacTeHUH
B OTBET Ha BHYTPEHHHE M BHEIIHHE CHUTHAJBI OKpyXaromed cpeasl. [loHMMaHue TOro, Kak pasHbIe
CHUTHAJIbHBIC ITyTH HHTETPUPOBAHbI OOLIMEe MEXaHU3MbI M KOOPANHUPYIOT POCT PACTEHUH OCTAeTCsl OJHUM
U3 BOXHBIX BOIIPOCOB B OMOJIOTUH PACTCHUH.

TOR curHanbHBIN MyTh SBISIETCS KOHCEPBATUBHBIM CPEIH 3YKApHOT U BHIMOIHIET OOIIYIO TVIABHYIO
(GYHKUMIO A7 BCEX OPraHM3MOB: KOOPAMHUPYET POCT M PAa3BHTHE IMyTEM PETYISALUU Pa3IMYHBIX
KJIETOYHBIX IPOLIECCOB, TAKUX KakK ayTodarusi, TpaHCISMA, TPAHCKPUIILM, OHorenes pubdocoM, MeTa-
Oonnyeckasl afanTanys B OTBET Ha HaJMYHE MMUTATENbHBIX BEIIECTB, (JaKTOPOB pocTa W dHepruu [4-8].
TOR kuHa3a BBICTyMaeT B KadyecTBE LIEHTPAJIBHOIO KOMIIOHEHTAa JTONW CHUTHAJIBHOW CHUCTEMBI H
MOCPEICTBOM HECKOJIBKHX OEJIKOB — ITAPTHEPOB 00pa3yeT MyJIbTHOCIKOBbIC KOMIUIEKCHI [9].

Hacrosmuit 0630p OCBSAIIECH aHAMN3y OIMyOIMKOBAaHHEIX PabOT B mociieqaue roasl B oomactn TOR
CUTHAIIM3AIMH Y PACTCHHH, ee (PYHKUUSAM U MEXaHH3MaM PETYJILIIHU MPOIECCOB pocTa U Mposindeparuu
KJIETOK, a TaK)Ke MeTa0oJIM3Ma pacTeHUH.

Crpykrypa u pynxkuuu TOR curnajibHoii cucteMsbl y 3ykapuoT. OCHOBHEIM KoMItoHEHTOM TOR
CUTHAJIbHON CHCTEMBI SIBJISICTCS BRICOKO KoHCcepBaTHBHas TOR mpoTenHkuHa3a ceMericTBa GochaTuanim-
Ho3uToNbHBIX KuHa3 (PIKK), koTopast COCTOUT U3 HECKONBKUX KOHCEpBaTUBHBIX JoMeHOB. mTOR kuHaza
Obuta MaeHTUUIMpoBana B 1994—1995 rogax Tpemsi HE3aBUCHMBIMH HCCIEIOBATENLCKAMHU TPYIIAMH,
KOTOpBIC BTN Oesiok pazmepom 289kD [4, 5].

Brnepsoie ren TOR Obi1 maeHTH(GUIMPOBAH Yy MYTAaHTHOTO IiTamMma Saccharomyces cerevisiae,
o0nagaBIIero yCTOWYMBOCTBIO K pamaMUUuHy. PamaMuiuH sBisieTcs aHTHOMOTHKOM TIPYIIBI MaKpo-
JIMJIOB, BBIJICJICHHBIM M3 IITaMMa Streptomyces hygroscopicus, KOTOPbIM ObLT HaiiieH B IIOYBEHHOM 00-
pasue Ha octpoBe Ilacxu. IlepBoHawyanpHO pamaMUIMH IJIAHKPOBAJIOCH HCIOJIB30BaTh KaK INPOTHUBO-
TpUOKOBBIA Tpemnapar, OJHAKO HCCIENOBAaHHMS IOKa3alM, YTO pallaMUIMH IOAABISIET HMMYHHUTET H
o0manan BbIp@XEHHBIM AaHTUIPOJU(EPATUBHBIM [E€HCTBUEM B KyJlbType KIETOK. Tak, pamaMuiuH
OJIOKMPOBAJI aKTHBAIMIO T-KJIETOK MyTeM WHTHOMpOBaHUs Iepexoaa T-KIeTok B S-(a3y KIeTodHOoro
uukina [9, 10].

JanbHeliee n3yyeHne MEXaHU3MOB JICHCTBUS palaMUIMHA IPUBEJIO K a0CONIOTHO HEOXHIAHHBIM
pesynbrataM. Okazanoch, 4TO palaMULH HHIHOMPYET KIETOUYHBIH O€OK, KOTOPOMY Y4YEHBIE AajH
Ha3zBanue — TOR (MumieHp panamMuninba, anri. target of rapamycin) [11].

Ha pucynke 1 npencrasnena crpykrypa TOR Genka, koropas Bkiatodaet A0 20 TaHIEMHBIX TOBTOPOB
HEAT-nocnenoBarensHocTe#t (Huntington/elongation factor 3/PP2A subunit/TOR1), FAT nomen, FRB
obmactb, knHa3Hbl qoMeH U FATC(C-terminal FAT) TepmuHanbHbiii jomeH [12].

. PN
N-terminus (FAT l :l C-terminus
4

HEAT HEAT FRB FATC
repeals repeats

Pucynok 1 — Ctpykrypa TOR 6enka

B N-xonmeBoit obmactu pacnonaratotrcss HEAT-nocienoBaTensHOCTH, KOTOPBIE MPEICTABISIOT
co00lf JBE aHTHIMApaUICTLHBIC O-CITUPATA OTBEYAMOIMIHE 3a OEIOK-OCIKOBBIC B3aWUMOJCHCTBHUS B
MHOTOKOMITOHCHTHBIX OCJIKOBBIX KOMITIeKkcax [13].

FRB-nomen m3BectHbI Takxke, kak FKBP12(FK506-binding protein of 12)-panamMunivia CBS3aHHBINA
IoMeH oOycrnaBiuBaeT B3auMoaeicTBuss mTOR u pamamunnaa [14]. PamaMunina criocoOeH CBSI3BIBATHCS
C BHYTPHUKJIETOYHBIM penenTopHbiM OenxoM — FKBP12, oOpa3ys koMIuiekc, KOTOpPBIH TPH B3amMO-
neiicteun ¢ FRB-nomenom mTOR, narubupyer akrusaocts mTOR curnansrHoro mytu [15].
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Ha C-tepmunansHoM koHue pacnojaratorcsi kuHaszHbiil JomeH, FATC u FAT gomensl. Kuna3ubiit
JIOMeH oTBeuaeT 3a pochoprmmpoanue ocHOBHBIX cyocTpatoB mMTOR — 4E-BP1 (elF4E-binding protein)
u S6K1 (ribosomal S6 kinasel) [16]. Monekysipabie B3aumoaeicteus mexay FATC u FAT nomenamu
OTIPEACTSIOT aKTUBHOCTE (pochouHozutu poacteeHHbx kuHa3 - PIKK (phosphoinositide kinase-related
kinases).

C MoOMeHTa MepBOHAYAIFHOTO OTKPBITHA palaMuIliHa OBLI JOCTUTHYT 3HAYUTENBHBIH Iporpecc B
W3yYeHUH OHMOJIOTMYECKMX MEXaHH3MOB €ro BO3JIEHCTBHS Ha TKaHW MIIEKONMTaromuX. BosgelicTBue
panaMHUIMHOM TPUBOJMIO K U3MEHEHHSIM B pa3Mepe W mpoiudeparyiv KIETOK, CHUKSHHAIO TPAHCIISAIHH
MPHK. [lanubii ekt pamaMuiimHa sSIBHO yKa3bIBall, 9TO OH WHTHOWPYET KIIFOUECBOU PETYIATOP Kie-
TOYHOTO pOCTa y MJIEKONUTAIOMHNX. Tak, AambHelne uceiaeloBaHus mokasaiy, 9to uMeHHo TOR kunaza
YyBCTBHUTENbHA K pallaMUIMHYy M B COCTaBE CIIOKHBIX OEIKOBBIX KOMIUIEKCOB CIIY>KUT IIEHTPaTbHBIM
PETYIATOPOM KJIETOYHBIX IPOILIECCOB B OTBET HAa HAJWYHE NMUTATENBHBIX BEHIECTB M ()aKTOPOB OKpY-
JKarouie cpeabl.

B xnerkax aposokedt n muexonutarommx TOR kuHaza GopMmupyer mo KpaidHel mepe IBa CTPYK-
TypHO U (yHKIHOHAIEHO pa3nuvHbIX koMiuiekca TOR kommieke 1 (TOR Complex1, TORC1) u TOR
koMmimieke 2(TOR Complex2, TORC2), kKoTOpble PEeryJIHPYIOT POCT W OOMEH BEIIECTB KJICTKH (pHCY-
HOK 2) [9].

A b

mTORC1 mTORC2

CMLST8D CMLSTE “eptoid

TIF T4 S5 THQ
GIGIG 5473
@ ori « D

Pucynok 2 — Ctpykrypa mTOR kommiekca 1(A) u mTOR kommekca 2(B) y MiekonuTaromumx

Y mnekonutaromux mTOR kuHa3za cBsa3biBaeTes ¢ Oenkamu Raptor (Regulatory-associated protein of
mTOR), mLST8 (Lethal with sec-13 protein 8), PRAS40 (Proline-rich AKT substrate 40kDa) u Deptor
(DEP-domain containing mTOR-interacting) o6pasyer pamaMuruH-ayBcTBUTENbHEIN TOR kommutekc 1,
KOTOPBI aKTUBUPYETCS B OTBET Ha (paKTOPBI pocTa, HHCYJIMH, aMUHOKUCIIOTHI M SHEPTeTUIECKUI CTaTyc
KIeTku [4].

Bbenmox Raptor orBeuaer 3a cOopky komruiekca B neiaoM u B3aumozeiicteue TORCI ¢ cyOcrparamu.
Porr mLST8 8 mTORCI1 moka eme He BIOJHE SICHA, TaK MO JaHHBIM Guertin ¥ KOJUIET, OTCYTCTBHE
JTAaHHOTO OeJKa He OTPaKaeTCs Ha aKTMBHOCTH KoMIuiekca in vivo [17]. PRAS40 perynupyer kuHa3HYO
aktuBHOCTh MTORCI1 myrtem wHrnOupoBaHusi cBsi3piBaHHS Raptor ¢ cyOcrparom. Deptor Taxke
HETaTHBHO PETYIHPYET aKTHBHOCTHh KoMITIekca, B3auMoaeicTByst ¢ mTOR. ITocie aktuBaruun mTORCI
dochopunupyer PRAS40 u Deptor, 4T0 NPUBOIUT K OCIA0ICHUIO WX B3aUMOJCHCTBUS C KOMILICKCOM U
KaK CJIeICTBUE aKTUBUPYET JaHHbIN CUTHAIBHBIN MyTh [18, 19].

Tak mTOR 06enok KOHTPONIMPYET TPAaHCIALMIO Oelka IOCPEACTBOM DEryisiuuu (pakTopoB WHH-
[UAIMK U 3JIOHTalUuu. MHUIMAIUsS TpaHCIALNN ABISETCS OAHUM W3 JIMMHUTHPYIOIIUX 3TAlloOB B CHHTE3€
Oemka, KOTOPBI TpeOyeT nmpucyTcTBUs KomIuiekca pakropos nannuanyu 4F (elF4F) na 5' xam cTpykType
MPHK. TORCI1 peryaupyer TpaHCusmuio Oellka MOCpeAcTBOM (GochOpHUIMpOBaHUS U TOCIEAYIOMIeH
WHaKTHBaIMel pernpeccopa tpanciasauu 4E-ces3wBaromero 6enka (4E-BP), ato cmocoOcTByeT cOopke
KOMIUIEKCa DYKapuOTHYeCKUX (hakTOpoB MHUIIMAIMH TpaHcisiun elF4F [20].

Kpome toro, mTOR perynmupyet Tpancisanuio GocQopruinpoBaHUeM U akTHBanueld S6 KuHa3el 1 u 2
(S6K1 m 2). AxtuBmpoBanHas SO6K1 dochopumupyeT WM CBS3BIBAET HECKOJIBKO OEIKOB, BKIIIOYAS
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sykapuotndeckuii akrop snonranuu 2 (eEF2K), S6K1 Aly/REF (SKAR), simepHbIii K31I-CBSA3BIBAIOIIHN
oemok pazmepom 80 x/la (CBP80) u elF4B, 4to crmocoOCTBYeT peryisiuy WHUITHAITMNA W DJIOHTAITIH
tpancisiuu[21,22].ITomumo 3toro, S6K1 u S6K2 akTuBUpyrOTCS BO BpeMs MuTo3a[23].

Bonee Toro, mTOR Takke KOHTpOJIMpPYET TPAHCIALUIO OelKa MOCPEACTBOM PETYJISIIUU OHoreHesa
pubocom. mTOR ydacTByeT B CHHTE3¢ KOMIIOHEHTOB PHOOCOM, PETYIHPYS SKCIPECCHIO M MPOLECCUHT
npe-pudocoManbHbix PHK, skcmpeccrnio pubocoManbHBIX OSNKOB W cHHTE3 5SS pmbocomanmsHOi PHK
[24]. IIporuiecc puOOCOMaNBHOTO OMOTEHE3a BKIIFOUAST HECKOJIBKO 3TAroB [25] u onpeneisercs He TOIbKO
CKOpOCTBIO CHHTE3a pUOOCOMAaIbHBIX KOMIIOHEHTOB, HO U SIIEPHBIM MMIIOPTOM PUOOCOMANBHBIX OEJIKOB,
cbopoM puOOCOM B SIPHINIKO W WX DKCIIOPTOM B muToIiasMy [26, 27]. HemaBHue wccienoBaHus
nokazanu, uto mTOR coBmecTHO ¢ Oenkom saepHbIx Top RanBP2 (Ran Binding Protein 2) perynmupyer
SAIEpHBIN TPAaHCHIOPT PUOOCOMANIBHBIX OenkoB [28].

B cocraB mTOR kommiekca 2 Bxoast mTOR, Rictor (Rapamycin insensitive companion of mTOR),
SIN1(mammalian stress-activated protein kinase interacting protein), mLSTS, Deptor u Protor (Protein
observed with rictor-1) 6enku [9, 29, 30].

TOR kommiekC 2 KOHTPOJIHPYET NPOCTPAHCTBEHHYIO OPraHM3allMI0 POCTa KIETOK, PETYIUPYs
CTPYKTYpPY U TOJIIPHOCTH IIUTOCKEJETa, a TAKKE IVIMKOJIN3, TNIMKOTEHE3, JIMIIOTCHE3 U TIIFOKOHEOT'eHe3
nocpenctsoM Akt dochopunupoBanus. BepkruBanue KiIeTok, nponudepaiys ¥ MeTa00oIu3M 3aBUCAT OT
aktuBHOCTH Akt, KOTOpas MO3WTHBHO PETYJIMPYET BBILIC HAa3BaHHBIC MPOLECCHl, IyTeM (Gochopuiin-
poBaHUS pa3mIHbEIX dddexTopos [4, 20].

Kpome toro, mTORC2 perynupyeT opraHn3anyio akTHHOBOTO IIUTOCKeneTa. IMeHHO HOKaayH 1o
mTORC?2, a nHe mo mTORC]1 mpekpaiiaer NoJUMEPU3aLMI0 aKTHHA U KJIETOYHOE PACIUIACThIBAHUE MPU
JI00aBJICHUN POCTOBBIX (PaKTOPOB CHIBOPOTKH [20].

AxtuBHOCTh MTORC?2 3aBHCHT OT YpPOBHS IJIIOKO3BI, IIPH 3TOM aMHHOKHCIOTHOE TOJIOJaHHE He
BJIMSCT Ha €T0 KMHA3HYIO0 aKTUBHOCTD. VccaenqoBanus mokasany, 4To KieTouyHbli 6ananc AT® koHTponu-
pyeT ocHOBHYI0 kuHa3HYI0 akTuBHOCTE MTORC2 u pochopunuposanne Akt mo Thr-450 caiity [31].

O06o0miass uMerolmMecss B JIMTEpaType HAaHHbIE, MOXHO CKa3aTh, YTO AKTHMBHOCTb KOMILIEKCA
mTORCI1 ompenensier pocT KIETOK (MX pa3Mep) B OTBET HA MOCTYIICHUE aMHUHOKHCIIOT, POCTOBBIX (pak-
TOPOB U U3MEHEHHE dHepreTuyeckoro pecypcea. [log kontponem mTORCI HaxoasiTcst mporeccsl TpaHC-
JISAIAW, TPAHCKPUTIIIAA, OMoTeHe3a prdocoM u ayTodaruu.

B otnmmuune ot miiekonuraromux, rae TOR Oenok koxupyercst oHUM TeHOM, Y Saccharomyces cere-
visiae Obut0 uaeHTHGUIUpPOBaHO nBa romoisiora TOR rena (TOR1 u TOR2) [33-35]. Ou MoaynupyroT
POCT KJETOK B 3aBHCUMOCTH OT YpPOBHA NHTAaTEIbHBIX BEIIECTB IMOCPEACTBOM (YHKLHOHAIBHOTO
perynupoBaHus O0CIKOBOTO CHHTE3a, HeoOxomuMoro it nepexona kimetkn u3 Gl B S a3y kirerodnoro
OUKJIA. DTO PEeryJMpoBaHME MPOUCXOAUT 3a CYET aKTHBALWHU IYKApPUOTHUECKOro (hakTopa WHHLHALMH
tparcisanuu elFAF u PHK-nmomumepas [ u 111, [pyrue ¢dyaxmun TOR Obumn Taxke onmucaHbl y TOYKYTO-
muxes aposxokedt, e TOR1 u TOR2 xoHTpommpyoT MeTa00N3M MUTATEIHHBIX BEIIESCTB 3a CUCT CBS3HI-
BaHMs LUTOIUIA3MATHYECKUX TPAHCKPHUILIUOHHBIX (akTopoB, Kpome Toro TOR2 yuacTtByer B opraHu-
3aIuy 1uTockenera [32].

OcuoBubiMu koMroHeHTaMu TORCI1 y mpoxokedt sBistoress TOR (TOR1 wmm TOR2), KOG1 un
LST8 Genku, B TO Bpems kKak kmroueBbIMH KoMmroHeHTaMu TORC2 y pposxoxed ciayxar TOR2, AVOL,
AVO3 u LSTS8 Genku. TOR2 Genok umeeT BakHOE 3HAUEHHUE [UIS KHU3HECIOCOOHOCTH KIIETOK, IIOTOMY
kak TOR2 moxer 3amenuts TOR1 B TORCI1, Ho He MoxeT ObITh 3amenieH TOR1 Oenxkom B TORC2
[33-35].

VYxe cyIIecTBYIOT HEOIPOBEPKUMBIE JOKa3aTeabcTBa Benyeit ponu mTOR B perynsmun crapenus,
ayrodaruy, cuHTe3a OEJKOB, PEryJsLUH MUTOXOHAPUAIBHBIX (DYHKIMH M MHOTMX JOPYTHX KJIETOYHBIX
IPOrpPaMM B KJIETKaX >KUBOTHBIX U IPOXIKEH.

Opnako B mportuBomnonoxxHocTh MTOR curHanbHO#M cucrembl, Ha naHHbli MomeHT pTOR(plant
TOR) curHaMHT B KJIETKaX PacTEHUH MOKa eIe cliado U3ydeH.

I'omosioru TOR kommiekca 1 u ero uHrUOMpoBaHue y pactenuii. B HacTosiee BpemMsi B TeHOME
MHOTHX PacTeHUil HIeHTU(UIMPOBaHBI I'eHBI, KOAUPYIOIIKE npeanonaraemeie oprosord TOR Genka, B
ToM umcie Arabidopsis thaliana, KyKypy3bl, puca U HEKOTOpBIX Bompopocieh [36, 37]. doTtocunTe3m-
pyIOILIME OpraHW3Mbl, TaKHE KaKk MoOAeNbHOE pacTeHue Arabidopsis thaliana, conepxaT OIWH TeEH,
komupytomud TOR 0enok, 9T0 XapakTepHO W IS OPYTHUX DYKApHOT 3a HUCKIIOUECHUEM JIPOXKIKEH.
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Hyxneorunnas nocienosatensHocTs TOR rena y Arabidopsis thaliana (AtTOR, Atlg50030) na 40%
HUICHTUYHA TTocienoBaTenbHOCTIM TOR reHoB aposxokedt n mitekonuraromux [38].

I'ensl, komupytome n18a RAPTOR/KOG]1 6Genka, Obian Taroke uaeHTuGUIUpoBansl y Arabidopsis
thaliana B nBYX HE3aBUCHMBIX JTaOOpaTOpUAX W Ha3BaHBI MO-pa3HOMY, 4TO cooTBeTcTByeT At3g08850
(AtRaptor 1, AtRaptor 1b) u At5g01770 (AtRaptor 2, AtRaptor la) renam [39,40]. Hykneoruansie
TTOCJICTOBATEIPHOCTH TaHHBIX OEITKOB MMEIOT cX0oAcTBO Kak ¢ KOG1 Genkom mposxokelt, Tak 1 RAPTOR
0ETIKOM MIIEKOTIHUTAIOIIUX.

JBa romonora LST8 rena, AtLST8-1(At3g18140) u AtLST8-2(At2g22040), BEICOKO KOHCEPBATHB-
HBIE C TIOCTIEIOBATENFHOCTAMU APYTUX dyKapuoT (75%) Obumm oObHapyxeHsl y Arabidopsis thaliana. N3
IByX TeHoB, komupytommux LST8 6emok y Arabidopsis thaliana, AtLSTS8-1 ren skcmpeccupyercss Ha
0oJee BRICOKOM YPOBHE U BO BCeX OpraHax pactenus [41].

Tot daxr, uro v Arabidopsis thaliana RAPTORI1 B3ammoneiicteyer ¢ HEAT moBTopHBIMEH 00JTac-
tamMu TOR Genka, a LST8-1 HemocpeacTBeHHo cBs3biBacTcst ¢ FKBP-panamunun-cBsa3bIBaroniei oo-
nacteio (FRB) u kunazueiM qomeHom TOR, ykasbiBaeT 4TO OHM SIBIISIIOTCS (DYHKIMOHATBHBIMH KOMIIO-
HeHTaMu TOR curnHanuszanuu B KJaeTKax pacteHui [41, 42].

HenaBuue nccnenoanms mokasanu, 9to TOR kunaza y Arabidopsis thaliana dochopmmmpyer gemno-
Beueckuil Gpakrop nHunmanuu Tpanciasauun 4E-BP, a Takke yuactByer B Moaysiin (hochopriimpoBaHus
S6K kwHa3bI, 9TO MOATBEPIKIIAET CYIIECTBOBAHIE KOHCEPBATUBHOTO U (yHKIHOHAIEHOTO TOR xomnex-
ca | y pacrenntii [43, 44].

Ha ceromusmuuii n1eHs, HET HUKAKUX MOKazarenbcTB Hamumumst TOR koMimiekca 2 y pacTeHui, Tak
KaK KJIFOUEBbIC TE€HBI, KOAUPYIOLIHEe KOMIIOHEHTHI TaHHOTO KOMIUIeKca, Takue kak Rictor u SIN1 otcyT-
CTBYIOT B TeHOME ()OTOCHHTE3UPYIOIIUX OpraHn3MoB. OHAKO, pACTEHHS MOTYT MO-TIPeXHEMY 00JIaaaTh
¢GyHKIMOHABEHBIM 3kBHBaJIeHTOM TOR komiiekca 2, XOTs €ro CI0KHbIE KOMIIOHEHTHI MOTYT OTJIHYATHCS
OT TeX, YTO BXOJAT B €r0 COCTaB y APO}¥KEeH U MileKonuTaomux [45].

OpnHako, B OTIIMYHE OT MIIEKOIHUTAMOIIUX U JPOXOKEH, y OONBIIMHCTBA Ha3eMHBIX pacTteHuin TOR
KMHAa3a HEYYBCTBHUTENbHA K PAallaMUIIMHY W PACTEHHS CIIOCOOHBI PacTH Jake MPH €ro BBICOKUX KOH-
neHTpanusx B cpene [38]. OT1o oObscHseTcs TeM, uto Oenku cemeiictBa FKBP Arabidopsis thaliana
(AtFKBPs) He criocoOHBI 00pa3oBeiBaTh TpoiiHOHM KomIuiekc ¢ FRB obmacteio AtTOR B mpucytcTumn
panmamuiiiHa. Ilpw 3TOM B TpPaHCTCHHBIX JIMHUAX, DKCIPECCHPYIONTUX IpoxokeBor Oenok ScFKBP12
(Sc — Saccharomyces cerevisiae), npoucxoauio cBs3biBaHue koMmiuiekca SCFKBP12-panamurua ¢ FRB
obmactero AtTOR, 4To mpHBOAMIO K 3aJepXKKE POCTa MEPBUYHOTO KOPHA M CHIDKEHHIO HAaKOIUICHHS
BBICOKOMOJIEKYJISIPHBIX MonucoM [46, 47].

Beuny mecmocoOHOCTH paraMHIIMHA WHTHOWpoBaTh akTWBHOCTH TOR kommuiekca 1 y pacTeHwm,
nporpecc B uccienoBanuax TOR curHanbHOro myTH y HMOCIEIHUX CHIBHO 3aBUCUT OT HAJIMUYUSA KOHKPET-
HBIX U pabOTOCIIOCOOHBIX MHCTPYMEHTOB. HemaBHO Tpymmoii uccnenoBateneii 0bum paspadoransr TOR
WHTHOWTOPHI HOBOTO IIOKOJICHWSA ¢ TMenbio mHrnOupoBanms TOR curHampHOTO IyTH 3¢ GdeKTHBHEES
panmamuiiiHa B Tepanuu paka [48]. Bee atu HoBbie nHrHONTOPHI TOR sBmstorcst AT®-KOHKYpPEHTHBIMU,
Tak Kak oOHM HaneineHel Ha AT®-cBA3bIBaOIIMN KapMaH KWHA3HOTO JIOMEHA M HA3BIBAIOTCS
naruoutTopamu akTuBHOro carira TOR (asTORis) [49]. Ouu ObutH OTOOpPAHBI 32 WX CIEIMH(PUIHOCTH K
TOR knHa3e B 9KCIEPUMEHTAX in Vifro ¢ IIMPOKUM aCCOPTUMEHTOM NpoTenHKuHa3 [50].

Tak kak kuHasHbi oMeH TOR reHa BBICOKO KOHCEpBaTHBEH, ObLTO HccienaoBaHO BiusHue ATD-
(ha3HBIX KOHKYPEHTHBIX MHTHOUTOPOB MEPBOTO U BTOPOTO MOKOJIEHHS, HeTaBHO pazpaboTanHbIxX miist TOR
KWHA3Bl YesloBeka, Ha pocT Arabidopsis thaliana. beino mokazano, uro AT®-(ha3Hple KOHKYPEHTHBIE
WHTUOUTOPHI B J103a-3aBHCUMON MaHEpe TOPMO3SIT POCT IEPBUYHBIX KOpHEH M KOPHEBBIX BOJIOCKOB, a
TaK>Ke BIUAIOT HA pa3Mep KIETOK MEpUCTEMAaTUYECKOM 30HHBI [51].

Poabs TOR curHajuzanuu B pocte M pa3BUTUM pacTennil. duiioreHeTnyeckas KOHCEPBAaTUBHOCTh
TOR curHanpHOro MyTH Yy IPOXOKEH M KMBOTHBIX M €T0 IIEHTpalibHAs pOJb B PETYJSALUN KIETOYHOTO
pocrta, pearnonaraet 3HauuMyto posb TOR curnanuszanuu A BceX 3yKapuoT, B TOM YHCIE U PaCTCHUH.

MyTtaHTHBIC TUHUH for-1 W tor-2 TOKa3and, 4To HapyiieHue CTpyKTypsl u ¢yHkumii AtTOR rena
MPUBOANUT K MPEXAECBPEMEHHOMY IMpEKpalleHHI0 pa3BUTHs 3HJocmepMa u 3MOpuoHa. [Ipum momomu
penoprepHoro rena GUS, BcrpoenHoro B AtTOR ren mocpeacrBom T-JIHK BcTaBku, ObUIO MOKa3aHoO,
yro AtTOR skcmpeccupyercss B 3MOpHOHE, SHIOCIIEPME W BO BCEX MEPBUYHBIX MEPHCTEMaX PACTCHUS,
TP 3TOM DKCIpeccrs B Tu(depeHIMPOBAHHBIX KIIETKax He Habmomamach [38].
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Ecmu B xnerkax mnekonuratonux 3kcrpeccuss TOR rena HaOnmromgaercs Bo Bcex THNaX TKaHen [52],
To y Arabidopsis TOR ren skcmupeccupyercs HE MOBCEMECTHO. BO3MOXKHO, 3TO CBSI3aHO C TE€M, UTO
MPOIIECC pOCTa 3peNIbIX KJIETOK PAacTeHHUH MPOMCXOMUT 3a CUET PACUIMPEHHUS BaKyOJdH M KJIETOYHOU
CTEHKH, KOT'/Ia KaK MPOLECC POCTA KJIETOK JPYTHX 3YKaApUOTHUECKUX OPTaHU3Max BKJIIOYAET CUHTE3 LIUTO-
30JIbHBIX KOMIIOHEHTOB [2]. TeM He MeHee, UcCaeA0BaHMs MOKA3alIH, YTO akTUBHOCTh TOR KuHa3bI Takxke
CBsI3aHa ¢ MOAM(DUKAITHEH KIIETOUHBIX CTCHOK M pa3BUTHEM KOPHEBBIX BOJIOCKOB Y Arabidopsis thaliana [53].

Myranun B kuHa3HOM aomeHe AtTOR umeror Gonplryro QyHKIMOHAJIBHYIO 3HAYMMOCTb M OTpa-
JKAIOTCS Ha XoJle IMOpPHOTeHe3a, OCTAIMOPHOHAIBHOM pa3BUTHU W ypoBHE dkcripeccun 45S pPHK. Tak
MyTaHTHBIC JIMHUH WMEIONINE BBIPAKEHHBIE Ae(PEeKThl KWHA3HOTO JOMEHA XapaKTepPH30BAIUCH JIETANTb-
HOCTBIO SMOpHOHA Ha cTafuu 16-32 KIETOYHOro 3apoJbllla, MPH 3TOM HU30BITOYHAS IKCIPECCHUS IOJ-
Hopa3MepHoro TOR rena uinm KMHa3HOTO AOMEHA BBI3bIBAJa HAPYLIEHUS B Pa3BUTHH MEPUCTEM, OPTaHOB
pacTeHuH, MPOIOIKATEITLHOCTH IBETCHUS B CTapeHus [54].

NwmeroTcst nanHbIe, 9TO ypoBeHb dKcnpeccud AtTOR reHa moNoXUTEIBHO KOPPEIUPYET C POCTOM,
YPOKaHOCTBIO CEMSH U YCTOMUMBOCTBIO K OCMOTHUYECKOMY cTpeccy. CHIIbHOE MOJIaBIEHNUE 3KCIPECCUU
AtTOR rena nanynmubensHoit PHK-uaTEpdEepeniueil mpuBoIuT K OCTAHOBKE POCTa MPOPOCTKOB, YTO, KaK
U B CIIy4ae ICHCTBHsI TOpMOHA aOCII30BOM KUCIIOTHI MTPUBOINT K paHHEMY CTapeHuIo [55].

MepucremMbl 0XBaTHIBAIOT CTBOJIOBBIE KJIETKH U KIETKU-TPEANIECTBEHHUKH, KOTOPBIE MOIePKUBAIOT
MOCTAIMOPHOHAIBHBIN POCT BCeX OpraHoB pacTenuidl. HenaBHue uccnemoBanus nokaszanu, uto TOR cur-
HAJIBHBIA TyTh KOHTPOIUPYET aKTHUBAIMIO M CTAHOBJICHHWE KOPHEBBIX MEPHCTEM B OTBET Ha (JOTOCHHTE3 U
TJIF0K03a-0TIOCPEIOBAHHBIN CUTHAI MOCPEACTBOM TJIMKOJIM3a U MHUTOXOHAPHAIBHOTO OHOIHEepreTHyec-
Koro anmapara[44].

Hapymenne ¢pynkuunii kommorenToB TORC1 koMmruiekca Takxe MPUBOIUT K U3MEHEHHSIM B POCTE U
passutum pacteHui. Ilocmeanune wmccmeqoBaHus MOKa3ald, YTO MyTanuu B reHe A:LSTS-1 BausioT Ha
BEreTaTUBHBINA POCT U pa3BUTHE pacTeHui[41].

RAPTOR/KOG]1 0Genok siBisiercst o0s3aTenbHbM napTHepoM TOR KuHa3el M €ro roMoJIoTH ObLTH
UICHTUGUITMPOBAHBI B TeHOMe puca W Arabidopsis thaliana. WccnenoBanmsi mokasanu, uro T-JIHK
BcTraBka B reHe AtRaptorl y Arabidopsis thaliana mpuBOOUT K paHHEH 3aJepiKKE pa3BUTHS dMOpPHOHA,
TOTJa KaKk MyTaHTHas IuHUS 10 AtRaptor2 reHy He MMeeT HUKAaKMX BHUAMMBIX OTKIIOHEHHUN B Pa3BUTHH
aMOpuoHa u pocte pacteHus [39]. TeM He MeHee, pPe3yIbTAaThl IPYTHX UCCICIOBAHNN MMOKA3AIH, YTO MY-
TaHTHBIE JTUHUH 0 ABYM TeHaM AtRaptor xapakTepusyroTcs HOPMaJIbHBIM AMOPHOHANBHBIM Pa3BUTHEM,
HO IIPH 5TOM OHHU HE CIIOCOOHBI MOJACPKUBATh MOCTAIMOPHOHANIBHBIA MEPUCTEMA OTIOCPEIOBAHHBIN POCT.
Hapymenne ¢pynkumii AtRaptor]l reHa mpUBOIUT K IIMPOKOMY CIEKTPY TMOPOKOB B Pa3BUTHS PACTCHHUSA,
YTO TIPOSIBIIIETCS B POCTE W CTPYKTYpe MEPBUYHOTO KOPHSA M 3a/lep>KKe 00pa30BaHWs JUCTOBBIX TLIAC-
TuHOK [40]. B cpaBHenun, HokayT reHa Kogl, romonora Raptor Oenka y mpoxokeit S.cerevisiae, mpu-
BOJIUT K JIETabHOCTH 3MOpHOHA [9], a HOKIayH DKCIpeccud reHa Raptor B KiIeTKax MIIEKOIHTAOIINX
nocpenctsoM PHK uHTEpdepenim 3naunTenbHo CHIDKaeT aktuBHOCTh TOR kommutekca 1 [30].

OueBunHO, yTO BIUsiHUE akTUBHOCTH TOR KuHa3wl Ha peHOTHNHYECKHE TPU3HAKK PACTEHUI COTpPO-
BOXKAAETCSI CIIOKHBIMH HM3MEHEHHMSIMH B METa0ONM3Me W KIETOYHBIX MpOLeccax, MOANEPKUBAIOLINX
TOMEeO0CTa3 KIIETKH.

Pacrenus, oOmanaromiye ycinoBHON moHMKeHHON skcrpeccueid AtTOR rena, xapakTepuzoBanuch
3HAUYUTENFHBIMI H3MEHEHHSMHU B 9KCIPECCHU T'CHOB KJIETOYHOTO IMKIIA, MOAN(UKALIMH KICTOYHOH CTEH-
KH W CTapeHHs], a TAK)Ke U3MEHEHHSIMH B YPOBHE TPAHCKPHUIITOB U METa0OIUTOB [56].

HenmaBame mccnemoBanus OTKpbUIN HOBBEIM cyOcTpar TOR kmHa3wl y pacrenmit- E2Fa Tpanckpumn-
UOHHBIN (aKTOp, KOTOPBIH HEOOXOIMM JUIsl aKTHBALMHU S-(ha3bl KIeTOYHOro nukia. [ mroko3a-omnocpeno-
BaHHBI TOR CHUTHaIIMHT KOHTPOJIUPYET TPAHCKPHIIIIMIO TEHOB, YYaCTBYIONIUX B MEPBHYHOM U BTOPUY-
HOM MeTabonm3Max, KIETOYHOM ITHKIIE, TPAHCKPHUIIIIHA, TPAHCTIOPTE W CBOpaYNBaHUM OCIKOB [44].

ITonasnenwue sxcmpeccun TOR rena PHK-untepdepenmeii, xumndeckoe naruouposanne TOR rena
win mytauu B LST8 Oenke mpuBOAAT K HAKOIUICHHIO Kpaxmaja, TPUKapOOHOBBIX KHCIOTa U TPHUIJIH-
uepunos [41, 44, 55, 56]. Usmenenuss TOR akTuBHOCTH Takke BIHAET Ha MeTabOIM3M a30Ta C H3MEHe-
HUEM YPOBHS TJIIOTAMHHA, HUTPATOB U 3KCIIPECCHEN TeHOB, CBSI3aHHBIX ¢ UX MeTabonm3moM [57].

Myranun B reHe A¢LSTS-1 Taxke MPUBOAAT K YBEIWYCHHUIO YPOBHS MPOJMHA M TIyTaMHHA, YTO
roBoput o BaxxHoW ponu LST8 Genmka m TOR kommekacal, cOOTBETCTBEHHO, B PETyISIIIMA HAKOTUICHUS
aMHUHOKUCTOT y Arabidopsis th. Kpome toro, 6emok LST8-1 urpaer BakHyI0 pojib B PETYIISAIINNA CHHTE3a
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MHO-MHO3UTONIA U pad(UHO3BI B NpoLecce aJanTalid PAacTeHUH K POCTYy B YCJIOBHUSX IJIMTEIBHOIO
cBeToBOTO AHA [41].

3HAYHUTENBHBIA POCT B YPOBHE CBOOOIHBIX aMHUHOKHCIIOT, HaOmomaeMblii mpu cHumxkeHHOH TOR
AKTUBHOCTH, BO3MOYKHO, CBSI3aH C YMEHBILICHHEM YaCTOTHI CHHTE3a OeJiKa, JIMOO BCIEACTBUE YBEIHMYCHUS
nepepaboTaHHOrO OeNKa MociIe aKTUBALUH ayTOQaruH.

AyTtodarus sBISETCS OCHOBHBIM KaTaOOJIMYECKUM IIPOLECCOM, IIPU KOTOPOM KIIETKH 3aKJII0YaroT
CBOM LIUTOIJIa3MaTHUECKNE KOMIIOHEHTHI B AByMEMOpPaHHBIE CTPYKTYPBI, U HallPaBJIsieT UX B BAKYOJIH WIH
JIM30COMBI JUIsl JanbHeimen qerpaganuu [58].

Y wmekonmratomux U apoxokei, TOR kommieke 1 dochopumupyer Atgl3 knHazy, TeM cambIM
MpeIoTBpaliias ee csi3piBanue ¢ Atgl7 u, Takum o0pazoM, OJ0kupys ayTodaruto [59].

Y Arabidopsis thaliana 6pun uneHTUGUUKMPOBaHbl 1Ba npeanonaraeMeix ATG13 romomnora [60].
CHmwxenne skcnpeccud TOR reHa mpuBOIUT K KOHCTUTYTHBHOM aKkTHBaLMU ayTodardu, 4To HpeAaro-
Jaraet HeraTuBHYIO peryisinuio ayrodarun TOR kunazolt y Arabidopsis thaliana [61].

lomonorn muHorux npeamnonaraeMbix TOR perynsatopoB u cyOcTpaToB 0oOHapy>KeHbI B T'€HOMax
pactrennii. lomensr S6K knHa3bI BEICOKO KOHCEPBATHUBHBI Y PACTEHUI W KUBOTHBIX, 0OJIee TOTO PEryJs-
TOpHBIE y9acTKH (ochopunupoBanus uacHTHGUIMpoBaHHbIe y S6K demoBeka, Takke MPUCYTCTBYIOT B
nocienoBaTenbHocT  Arabidopsis. ['eHom Arabidopsis coaepkxutr nBa romoisiora S6 KHHa3bl —
AtS6K1(At3g08720) u AtS6K?2 (At3g08730). dochopunupoanue caiita Thr388/Thr389 kunazer S6K y
YeJI0BeKa MCIOIB3YeTCsl B KauecTBe Mapkepa akTuBHOCTH TOR kuHa3bl. JlaHHBIA caliT cCOXpaHSIETCS U Y
S6K xuna3zb pacrenuit [62, 63].

VY apoxokelt, ocHoBHBIME cyOcTpatamu TOR kommekca 1 sBistroress Sch9 (QyHKUMOHaNBHBIN
romonor S6K) u TAP42 / TIP41 (PP2A docdaraza - B3aumozeiicTBytommii koMiuiekc) [64]. ['eHom
Arabidopsis conepxut romosnoru kak TAP42 (AtTAP46), tak TIP41 GenkoB [65]. Kpome Toro, uccie-
JOBaHUsI, PpOBeNeHHbIe Ha Schizosaccharomyces pombe, nokazanu, yto TOR2 y4acTByeT B perymsinuu
Melo3a TPeAnoNIoKUTEIBHO ocpeacTBoM (hocdoprumupoBanus Mei-2 PHK-cBs3piBatomero 6enka [66].
benku kmacca Mei-2 crmocoOCTBYET pa3BUTHIO Meio3a y apoxokei. Y Arabidopsis Mei2-1mogo0HbIe TeHEBI
(AML) Taxxe UrparoT BaXHYIO pOJib B PErYyJAIMHM Mei03a M BEreTaTHBHOIO POCTa, YTO Ipenrosiaraer
HaJM4he KOHCEPBATHUBHBIX MEXaHM3MaxX KOHTpOJS MeHo3a y apoxokedl u pacrenudd [67]. OpgHako B
HACTOSIIIEEe BPEMSI OCTACTCS HESCHBIM SIBIISTFOTCS JIU pacTUTENIbHBIE Mei2-ioo0HbIe OSKH CyOCTpaToM
it TOR dochopunupoanus.

VY pacrennii TOR Takxke perymupyer aktuBHOCTH PP2A docdaraszel. Bnepsrie nanHoe perynu-
poBaHue ObUIO ommcaHo y npoxkeit, rae TAP42 mocne dbocdopunupoBanus TOR kommekc 1, cBs-
3piBaeTcsa ¢ PP2A jyst perynsuuu cBoedt akTuBHOCTU. [0 aHAOruu ¢ JpoXoKaMu U KMBOTHbIMHU, PP2A
¢docdaraza pacTeHUH peryiupyer MIMPOKUH CIEKTP MPOLECCOB, CBSI3aHHBIX C W3MEHEHUS aKTHMBHOCTH
Oenka mpu cepuH/TpeoHNH pocoprmmpoBanuu [68].

HecmoTps Ha TO, 4TO pacTeHUs NPOSBIIIIOT HEKOTOPYIO OOLIHOCTD € )KMBOTHBIMHU, BHYTPUKIETOYHAS
nepegadya CUTHAJIOB 3HAYUTENBHO OTIMYAeTCs. Y KUBOTHBIX, pelenTop-akTuBHpyeMble kuHaszbl PI3Ks
kiacca | urparot kiaroueByro ponb B aktuBaund TOR u npoaykuun gocdounnosurona (PtdIns), koTopsrii B
CBOIO OUepelb MPUBOAUT K aKTUBAMM MeMOpaH-3aBUCHUMBIX PDK kwHas. YV pacteHuii He ObUIO 0OHa-
pyxeno romosnoroB PI3Ks kunaz, mpu stom dochounozuton (Ptdlns) merextupyercs y pacTeHuii, 4To
NpeAroiaraeT CylIeCTBOBaHUE albTEPHATUBHBIX MEXaHU3MOB IJs1 hochoimnua-3aBUCUMON aKTHBAIMN
TOR xunazsl [45].

Taxoke B reHoMe pacteHuii orcyrcTtByeT RTKs (pemenropras Tupo3mHKWHa3a) [69] U KoHcepBa-
tuBHOE cemeiictBo GPCRs kuna3 (pementopsr G- 6enka) [70,71], KoTOphle UTPaIOT KIIOYEBYIO POJIH B
aktuBauud TOR B XHBOTHBIX. BMEcTO TaHHBIX KWHA3, Y PACTEHUI HMEIOTCSI TOPMOHAJIBHBIE CUTHAJIbHBIC
IIyTH, KOTOPbIE HE NMEIOT HUKAKUX 3KBUBAJICHTOB CPEIH APYTHX 3yKapuor [72].

M3BecTHO, YTO OCHOBHBIM TOPMOHOM pPOCTa M Pa3BUTHS PAaCTeHHUH CIY>KUT ayKcuH. lMccrenoBaHus
Schepetilnikov u mp (2013) mokazanu, uro aykcuH aktuBupyeT TOR, KOTOpBI B CBOIO odepenb pery-
JUPYET SKCIPECCUIO ayKCUH-UHAYIHPYEMBIX ['eHOB. KpoMe Toro, 4To ayKCHH Takke KOHTPOJIUPYET MHO-
JKECTBO KITIOUEBBIX PETYISTOPOB CEJICKTUBHOW TPAHCISIIUK Oellka B ITOCT-TPAaHCKPUIIIIMOHHON (aze [73].

Kak nzBectro, TOR KOHTpOTUPYIOT TpaHCHAIMK OejKa Yepe3 MHULUALNWY TPAHCIALUH B JPOXIKAX U
JKUBOTHBIX, HO €T0 POJIb MEHEe MOHATHA Y pacTeHui. Panee Obiio mokaszano, uro TOR yuactByer B akTu-
Barmu p70 pudocomanbHol S6 krHA3y (S6K) [22]. HeaktrBHAas S6K knHA3a CBsA3aHA C IMOTMCOMAaMH, ITPH
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atoM, korga TOR aktuBupyetcs aykcuHoM, oH (hocdopmmupyer SOK, 4TO MPUBOAWT K JUCCOIMAINN
mosmmcoM W aktuBaruu S6K [73]. OmHako, MOCpPeIHUKH Tepemadu curHaja oT aykcmHa kK TOR moka
HEU3BECTHBI.

Hamm nccnenoBanust mokaszanu, uto TOR kommiexkc 1 Takyke 3aqeiicTBOBaH B PeTyJIALUM METa-
Oomm3ma abcru3oBoi kucinotel ABK [74], 4To mpezmonaraer BaKHYH €r0 pPOjib B KIETOYHOM OTBETE
pacTeHMi Ha COJIEBOM cTpecc.

B nenowm, Ha pucyHke 3 npeacrasneHa xapakrepuctika TOR cUrHanbHOTO MyTH Y pacTeHUH.

MopmoHbI
CTpecc
[MioKo3a
MuTaTeneHbE
BellecTea
SHepriA

PP2A ) }, cuHTes Benka
CTRECCOBLI _.—" \ \’ GER
OTEET ; 3

’. ’ E?Fa{

ayTogars 0 bl ot i KOHTPOMb KNETOYHOIO
’ METabonMaMa |ykna

nponudepauia 1
OETEPIMHALMA
KMNeToK

Pucynok 3 — TOR curnanbHbli IyTh Y pacTeHUH

3akinoyenne. Ha ceronusmHmuii 1eHb He BBI3bIBAET COMHEHMH, YTO HECMOTPS Ha pa3iIu4us B CTpOe-
HUH U CTPAaTETUH POCTa y APOOKEH, pacTeHUH M KHUBOTHBIX, TOR-KOMIUIEKC UTpaeT KIOYEBYIO pOJib B
KOOPJIMHALIMY TPOLIECCOB POCTA U PA3BUTHUS B 3aBUCHMOCTH OT HAJIMYMUS MUTATENbHBIX BELIECTB, SHEPIHU
Y BHEITHUX CUTHANOB [4, §].

I'enom Arabidopsis thaliana xomupyetr TOR n ocuoBHble koMioHeHThI TOR-kommuiekca 1. Kpome
TOro, HeKoTophle mpennonaraeMeie TOR 3 dexTopsl U perynsaTopsl coxpaHsiorcs. V3MeHeHne aKkTUB-
Hoctd TOR kunasel u ypoBHs 3kcmpeccur TOR rena npuBOIST K MU3MEHEHUSIM B POCTE M Pa3BUTHU
pacrenuii. bonee Toro, Hapymenue ¢yHkiuii komnoneHToB pTOR xommiekca 1, AtRaptor u AtLSTS8-1,
TaKXe MPUBOAUT K 3aJepPiKKe BEreTaTHBHOTO POCTA, CHIDKCHHIO allMKaJIbHONW JOMHHAHTHOCTH M HEHOP-
MaJIFHOMY DPa3BUTHIO LIBETKA, YTO MOIATBEpKIAacT KiroueByto posib TOR curHanuzauuu B ynpaBliCHHH
pPOCTOM U pa3BUTHEM pacTeHHH [45].

HecmoTpsi Ha mocneaHue OTKPBITHS, MOJIEKYJSpHbIe (QYHKIMH W MeXaHu3Mbl perymauuun TOR
KMHa3bl Ha OCJIKOBOM YPOBHE B PacTUTENBHBIX KJICTKAaX OCTAIOTCS MAJIOM3YYEHHBIMH, YTO OOBSICHSCTCS
OTCYTCTBHEM MOJIEKYJIAPHBIX U OMOXMMHUYECKUX MOAXO0M0B Ui onpenencHus aktTuBHOCTH TOR kuHa3bl n
AMOPUOHATHHOU JIETATBHOCTRIO for null MmyTauToB y Arabidopsis thaliana [75].

[Tonnmanue TOro, Kak HeCMOTPS Ha pa3iHyKsi B CTPOCHUHU M CTPATETUH pocTa Y APO}OKEH, pacTeHHu
U KMBOTHBIX, OIHAa MPOTEHHKMHA3a BBICTYHAE€T B KayeCTBE IJIABHOTO PEryysATOpa M MOXLYJIUPYET
MHOKECTBO KJIETOYHBIX IPOIECCOB MOCPEACTBOM HECKOJBKUX TApPTHEPOB U A(P(PEKTOPOB B CIOKHBIX
CUTHAJIBHBIX CETSAX OCTAETCS BAKHBIM B (DM3HOJIOTHH PACTEHUH.
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OCIMAIKTEPAETT TOR CUTHAJIU3ALIUS
A. I1. KpaBuenko, P. U. bepcumobaen

Kirerkaneix Omonorus xone omorexuonorus F3U.
JI. H. T'ymunes ateiaaarsl Eypasus yATTHIK yHHBepcHTETI, AcTana, Kazakcran

Tyiiin ce3nep: AtTOR, TOR xeruen 1, Arabidopsis thaliana, AtRaptor, AtLST8, S6K1, PP2A.

AHHOTanus1. OCIMAIKTEPIIH 6cyl KIeTKaIbIK KOpIIaFaH OPTaHbIH ©3repill OThIPATHIH JKaFAalblHa XxKayar Oepe-
TiH KONTEreH CUTHALABIK JKOJIAapMEH OaiJIaHbICTBI. JYKapHOTTHl OpraHM3MIEperi OeNrini CUTHAN YKOJIJapbIHBIH
apacbiHna TOR curHanmzanus jkacylIaHbIH JKOHE TYTac ar3aHblH JaMyblH OalIaHBICTBIpA OTBHIPHIN, KOpIIaraH
OpTaHBIH 3K30TCH[I CHUTHANAAPBIH KaOBUIOAYIBIH JKOHE TPAaHCAYKIHSHBIH HETi3Ti KOMIIOHEHTTEepiHiH Oipi OOIbII
Tabbutansl. Arabidopsis thaliana-oa xacanran xenrereH Toxipubemep TOR curHanmmzanus »oJamapbIHBIH O€IO0K
CHHTE3IMEH 3aT aJMacyAbIH HETi3Ti perTerim pediH, coHmai-ak TOR-kemeHiHiH KOMIIOHEHTTEPiHIH SMOpHOTeHE3,
MepHUCTeMaJIap/IblH aKTHBTEHY1, TAMBIP MEH KaIlbIPAKTBIH OCYi, TYJIICHY XKOHE KapTal CUSKThI 0acKa OUOIOTHSIIBIK
npolecTepre KaTbiCyblH kepcereni. bys kpicka mmony ecimaikrepaeri TOR curnan xyiieci aymarblHIAFbl COHFBI
3epTTEeYJIEePiH MOJIIMETTEP] KapaCThIPbIIFaH.

Tlocmynuna 02.02.2016 2.
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