OEJJEPAJIBHOE 'OCYJAPCTBEHHOE BIOJDKETHOE YUYPEXJIEHWE HAYKHA

BOTAHUYECKUU UHCTUTYT UM. B.J1. KOMAPOBA
POCCUMCKOU AKAJJEMUU HAYK
Ha npasax pyxonucu

A

Mypry3oBa Anekcanapa BiragumuposHa

Poan kunazubix kommiaekcoB TOR u SnRK1 Arabidopsis thaliana (L.) Heynh.

B YCTOHYHBOCTH K Je(PMUHUTY KAJIUA U COJIEBOMY CTpPecCy

1.5.21. ®usnonorust 1 OUOXUMHUS PACTCHHI

Juccepranus Ha COUCKaHUE YUEHON CTEIICHU

KaHJIi1aTa OMOJIOTHYECKUX HayK

Hayune1i1 pykoBoguTess
KaHJUAaT OMOJIOTHYECKUX HAYK

Boitnexosckast Onbra BnagumupoBHa

Cankr-IlerepOypr - 2023



OI'JTABJIEHUE

CITUCOK COKPALLIEHII ...ttt een s s enees 5
BBEJIEHUE .......ooitiiiiiii ettt sttt ettt nnne e 10
1. OB3OP JIUTEPATYPDBI ...ttt 15
1.1. Kunazusie kommiekcsl TOR u SnRK 1 kak nenTpanbHbie nepexiroyaTenn
aHA0OJIM3MA M KATAOOTM3MA ¥ PACTCHIH ..eouvvvieiiiieesiieessiieeessieeesineessiseessnseesssnessssneesnnns 15
1.1.1.1.  Crpykrypa 6emKa TOR .....cccoiiiiiiiiiiie e 15
1.1.1.2. Kommiekchl Ha 0CHOBE KMHA3BI TOR......ccovvviiiiiiiiiii i, 16
1.1.1.3. Perymsamust akTUBHOCTH TORCT ......cooviiiiiiiiiiiiii e 17
1.1.1.4. Tensl, kogupyromue koMnoHeHTHl TORCI1, u MyTaliuu 1Mo HUM .......... 19
1.1.2.1. Crpykrypa komiuiekca SnRK1 u peryiasiTopsl ero akTUBHOCTH............. 21
1.1.2.2. TloncemercTBO KMHA3 SNRK 2 .oiviviiiiiiiiiii e s e e e e eeennns 25
1.1.2.3. TToxmcemeiricTBO KMHA3 SNRKS3 oiiiiiiiiiiiiiiii et e e e e e eeennns 28
1.2.  Pounp kuHa3ubix koMiuiekcoB TOR u SnRK 1 B pa3Butuu u metabonuzme
PACTCHHI B OJATONPHSITHBIX M CTPECCOBBIX YCIOBHITX. 1.uvveervreasverssresssresssressssesssnesssneenes 29

1.3. ABrodarus, ee CTpyKTypHbIE OCOOCHHOCTH M PETYJISAIUS B KJIeTKax pacTerwuii. 40

1.3.2.1. Perymsuusa aBrodaruu kuHazamMu TOR 1 SNRK1 ..., 44
1.3.2.2.  Perynsamus aBrodarun adciu3oBoit KUCIOTON (ABK)......cccooviviiiiiin, 46
1.3.2.3. Perymsiuus aBToQaruut OpaCCHHOCTEPOUTAME «......cerveerveerveeneesseessnessnenes 47
1.3.2.4. VYuacrue canMIMIATOB U )KaCMOHATOB B PETrYyJISILIUU aBTOPATUH........... 48

1.3.2.5. HekoTtopsie UHTHOUTOPHI aBTO(DATHH, IPUMEHSIEMBIE B HCCIIEIOBAHMIX

pacTeHui 48

1.4. Ponb nOHOB Kaius B METAOOIM3ME M CTPECCOYCTOMUNBOCTH PACTCHUN ............. 50
2. MATEPUAJIBI T METOBI .....oooiiiiiiiiiiceeee e 57
2.1. OOBEKT UCCIACAOBAHUS U YCIOBUS BBIPAMIUBAHHS . ... vvveeisvreessreeesseenessneesssneeenns 57
2.1.1. TloBepxHocTHas crepunu3aius cemsH Arabidopsis thaliana....................... 57
2.1.2. BeipammBanue A. thaliana B cTeprIbHOM KYIBTYPE U TPYHTEC....cvverveevenne 58
2.1.2.1. BsipammBanue A. thaliana B CTEpHUIIBHON KYITBTYPE ...vvvvveverieeeerienieanns 58

2.1.2.2. Beipamusanue A. thaliana B ctepuibHO# KyIbType Ha cpeax ¢
PA3TUYHBIM COACPIKAHUEM KATTHS .. e.vvveeeesetteeeesssiteeeeessnsseeaesssnseeesssnnsneeesannneseessnnns 59

2.1.2.3. Beipamusanue A. thaliana B ctepuibHO# KyIbType Ha cpeax ¢

TOOABIEHHUEM 3-IMIA L. e e e e e e e 61
2.1.2.4. BepammBanue A. thaliana B IPYHTE ......c.cooveiiiiiiciccec e 61
2.1.2.5. Beipammsanue A. thaliana B rpyHTe B ycIoBHsX CONEBOTO cTpecca..... 61
AVY (5 (09§ 8 7 (o1ohs (=71 (0): ;) 504 5 NPT 62



2.2.1.  MOPDHOMETPHUECCKHIE METOIBI «..vvveuvreeeureeessrressssreesssseessnssesssssesssseessnssesssssees 62

2.2.2.  MeToapl MOJCKYIAPHON OUOIIOTHH .....eevverieeieeneeneasneeneeresnesnnessnesneesseenns 62
2.2.2.1. Bruigenenne TOTATEHON PHEK .....ovviviiiiiiii s 62
2.2.2.2.  Ounctka TotanbHOi PHK OT MOMHCAXapPHIOB .....cvvvvviiieiieeiciieee 63
2.2.2.3. Dnexrpodope3 PHK B arapo3HOM TEIIE........covvvrvirverieiienieeneeseesieenes 64
2.2.2.4. OrmpeneneHre KOHICHTPAINN HYKIEHHOBBIX KHCTIOT ....vvevveveerieesseennas 64
2.2.2.5. Ouuctka TotansHoii PHK 1 moctanoBka 00paTHOM TPaHCKPUIIIIUH ..... 64
2.2.2.6. TlonmuMepasHast HEITHAST PEAKIIHS . ...veerreerreesressressressressnesseesseesseesseesseensens 65
2.2.2.7.  TILP B PEATEHOM BPEMEHH ......ceerveerreesreasnessressnessressnessesssessseesseesseesseensens 65

2.2.3.  MeTOIBI PAOOTEI C OCTTKAMH ......cvvereeireesreesseesseesseeseaseeneasnessnessnesneesneesseennes 67
2.2.3.1. Brimenenue cyMMapHOTO OCNIKA U3 PACTUTCITBHON TKAHM ...covvvverrvveenne 67
2.2.3.2. Jlenatypupyromuii 3aeKkTpodope3 0emKkoB B [TAAT ........ccccevvvveiiieenne, 68
2.2.3.3.  BeCCTEPH-OTOTTHHT ....eviiuviiiiiiieiiiieeesieesssiieesssieessseesssssessssseessnsnsesssneessnns 69
2.2.3.4. OxpamuBanue [TAAT-rens Kymaccn G-250........ccccooiiiiiiiiiiiiieee, 71
2.2.3.6. TlocTpoeHune 3aBUCUMOCTH UHTEHCUBHOCTU CUTHAJIAa OT KOHIIEHTPAIUH
OerKa M MOMCK JIMHEHHOT 0 AMana3oHa U3MEHEHUS KOHICHTPAIMH. .......ccvvverreennens 72
2.2.3.7. Ompenenenue 3¢pheKTUBHBIX KOHIIeHTpanuii naruouropos TOR ........ 77

2.2.4. OmnpeneneHue YPOBHT ATD .....c.ccoviiiiiiiiiiieiieieee s 78

2.2.5. @OnyopecUEHTHAST MUKPOCKOTIHSI ....eeuvveerrriasreesriessreessseessssasesssneesnesssneessnsenns 78
2.2.5.1. JleTekuus U KOJIMYECTBEHHBIN aHATU3 aBTO(PArocoM ¢ MOMOIIbIO
OKPACKH MOHOJAHCUITKATABEPHHOM .....uvvveiseriisiurenessssessssseesssnsssssnsssssnessssnssssnsnesssnns 78

2.2.6. VIMOYTbCHAS DITYOPHMETPHS . veevvvieririareeiiiestiesireesineesisseneesbeesnneesinee s 79
2.2.6.1.  CBETOBBIC KPHBBIC .....uvviurieiiiairiaieeaseesteessessineessne e b s snessnes s s sneesnns 79
2.2.6.2. DneKTpOXUMHYECKUN IPATUEHT Ha TUJIAKOUAHBIX MEMOpAHAX ............. 80

2.2.6.3. Cxpunt [uist ©3MEPEeHHS dIEKTPOXUMUYECKOTO TPAJUECHTA U €T0

O 10 (0)3 () 6 o) S PP RPP PR PPRRPPPRPTPIN 82
2.2.7.  CTATUCTHUYCCKUM QHAITHB ... .veeiurieireesieeaseeaseeaseessseessseessseanseesnseesnseessneessneenes 83
2.2.7.1. Cxpunrt mist ANOVA ¢ Tukey HSD test ..o 83
3. PEBVYJIBTATDBL.....coiiieeiee ettt 85
3.1. MUccnenoBanue BnusiHuE AePUITUTA KK HA aKTUBHOCTH KiHa3bl TOR u

uHIyKIHo aBTodaruu y mpopoctkoB Arabidopsis thaliana ..., 85
3.1.1. Bnusuue neduuura kanus Ha MoppoMeTprUUecKHe MOKa3aTeId MPOPOCTKOB.

85
3.1.2. HenocraTok Kajausi U SHEPreTUUeCKui 0OMEH B KJIeTKaX KOPHEH MPOPOCTKOB

87



3.1.3. Poub kanusi B peryJysiliii T€HOB, KOJUPYIOMUX (EePMEHTHI, YHaCTBYIOIIHE B
TJIMKOJIN3€, MUTOXOHIPUATBHOM JBIXaHUU U ACCUMUIISIITIE Q30T ... vvveerreeesereennnes 88

3.1.4. Bnusuue nedunura KaIms B Cpejie MPOpaIIuBaHus Ha JIETPAIAIII0 00IIero
oenka popocTkoB Arabidopsis thaliana..........ccovvveviinieiie 90

3.1.5. HccnemoBanue u3MeHeHUs ypoBHS akTUBHOCTH TOR-KHHA3bI B YCIOBUAX
NeUIATA KU METOJOM BECTEPH-OIOTTHHTA .. vvvveivvreessreessireeesssnnssssnensssnnssnsneesnnns 91

3.1.6. VYpOBHH IKCIPECCHH T'€HOB, KOAUPYIOIINX KATATUTHICCKUE CYyObeINHHIIBI
SnNRK1 - KIN10 u KIN11, y tpancrennsix nuanid Arabidopsis, skcrpeccupyrommx
koHCTPYKTHI P35S::KIN10 (KIN100X) u p35S::kin10(RNAI) (KINLORNAI).......... 93

3.1.7. Uzyuenume porm SnRK1 B akTBanum aBTo(armdeckoro nmoToka mpu
TIEDUIIFITE KATTHIS ©.veuvvveesstreesssteeessssesssssesssssesssstsesasssessssssessssseesssseessnssessnssnessssnessnssensnnns 95

3.2.  Yuyactue SnRK1 B perymisiuu nporeccCoB POTOCHHTE3A ........eerveeruveeriveerineane 97

3.2.1. DEHOTUNINYECKUE U3MECHCHUS paCTeHI/Iﬁ MoJ, ICCTBUEM COJIEBOTO CTpecCa

97
3.2.2. Uzyuenue nokazareneit apdexkrusHoctd @CI u OCII y pactenuii ¢ pa3HbIM
ypoBHeM dKcTipecchd KINL1O MPU COMEBOM CTPECCE ...vvevveeieieriiieiieeeiiiesieesiee e 98
3.2.3.  DACKTPOXUMHUYCCKUH TPATUCHT U CKOPOCTh CUHTE3a ATD .....vevviviee, 104
3.2.4. Yposens npoaykiuun AT® B mpopoctkax Arabidopsis thaliana............... 106
OBCYIKIIEHHUE .......coiiiiiieiieiie ettt st ne s 107

4.1. XpoHuueckuil neUINT Kalus B Cpe/ie BbIPAIIMBAHUS OKa3bIBACT
WHTHOUpYIOIIee BO3/IeliCTBHE HA aKTUBHOCTh KMHA3bl TOR u akTHBUpYyET

ABTOMATTIED ... tveeatteeteeesteeasteesateeasseesseeease e e be e e be e e see e aabe e aab e e ehb e e abe e e abeeebeeenbeeanbeeanneeannis 107

4.2. Kwunaza SnRK1 yuactByeT B perynsiiuu OTOCUHTETUYECKON aKTUBHOCTH

XJIOPOILJIACTOB B HOPME U B XOJI€ OTBETA HA COJIEBOM CTPECC ..vvvvvernnrreresarnrrneeesnnnnes 110
BBIBOIBI ...ttt ettt sttt nnes 113
BITATOHAPHOCTU ...ttt nnaee e 114
CITUCOK JIUTEPATYPBL ...t 115



CIUCOK COKPAIIIEHUM

3-MA - 3-MeTHnaaeHuH;

ABK - abOcruszoBas KHCIIOTA;

AK - aMHHOKHCIOTA;

KK - s)xacMOHOBAasI KHCJIOTA;

[IKC - mporpamMmMupoBaHHas KJIETOUYHASI CMEPTh;

[II[P-PB — Ilonmmepasnas Llennas Peaknus B Peansnom Bpemenu;
CK - capunminoBasi KUCJIOTA;

TATI - TppanuarInuepon;

T® - TpaHCKPHUMIITMOHHBIN (aKTOP;

DCI - doTtocucrema I;

@CII - dorocucrema ll;

OXTI' - DNeKTpOXUMUYECKUI TPATUEHT;

ABF - ABRE-binding factor;

AIS - Active Inhibition Scale;

AGPase - ADP-glucose pyrophosphorylase;

AMPK - adenosine monophosphate-activated protein kinase;
ASC - association with SNF1 complex;

Asp - Aspartic acid,;

ATG - AuTophaGy-related genes;

ATM - ataxia-telangiectasia mutated,;

AtTORC1 - Arabidopsis thaliana target of rapamycin complex;

BAKT1 - Brassinosteroid insensitive 1-Associated receptor Kinasel,



BCAA - branched-chain amino acids;
BIN2 - Brassinosteroid -insensitive 2;
bZIP - Basic leucine zipper;

CBL - Calcineurin B-Like proteins;

CBM - Carbohydrate Binding Module;
CBS - cystathionine-B-synthase;

CDK - Cyclin - Dependent Kinase;

CDPK - Calcium-Dependent Protein Kinase;
CIPK - CBLs interacting protein kinases;
ConA - Concanavalin A;

CSL - Cellulose Synthase-Like;

CTD - C-terminal domain;

CTR1 - Constitutive Triple Responsel,;
Cys - cysteineg;

DCMU - 3-(3,4-dichlorophenyl)-1,1-dimethylurea;
DSK2 - Dominant Suppressor of KAR2;
EIN - Ethylene Insensitive;

F2KP - fructose-6-phosphate-2-kinase;
FAT - FRAP-ATM-TRRAP,

FATC - FRAP, ATM, TRRAP C-terminal,
FKBP - FK506-Binding Protein;

FLZ - FCS-Like Zinc finger;



FRAP - Ferrous Reducing Antioxidant Potential;
FRB - FKBP-Rapamycin-Binding;

GBD - Glycogen Binding Domain;

Gl - Gigantea;

Glu - Glutamic acid,

GRIK - Geminivirus Rep Interacting Kinase;

HEAT - huntingtin, eukaryotic translation elongation factor 3 (eEF3), protein phosphatase

2 regulatory A subunit (PP2A), mechanistic target of rapamycin (mTOR);
HMG-CoA reductase - 3-Hydroxy-3-Methylglutaryl-Coa Reductase;
IDD - Indeterminate Domain;

KA1 - Kinase-Associated Domain 1;

Leu - Leucine;

LST8 - Lethal with Sec-13 protein8;

MDC - MonoDansylCadaverine;

NMTL1 - N-MyristoylTransferase 1;

NPR1 - Nonexpressor of Pathogenesis-Related genesl;

NR - Nitrate Reductase;

NVR - N-terminal Variable Region;

PCK1 - Phosphoenolpyruvate Carboxy Kinasel;

PDK1 - 3-Phosphoinositide-Dependent Protein Kinase 1;

PIF - Phytochrome Interacting Factors;

PI3K - Phospholnositide 3-Kinase;



PIKK - Phosphatldylinositol 3-Kinase-related Kinase;
PKCa. - protein kinase C o,

PKS - protein kinases like SOS2;

PMDH2 - Peroxisomal malate dehydrogenase 2;
PP2A - protein phosphatase 2A;

PP2C - protein phosphatase 2C;

PYL - PYR1-Like;

PYR1 - PYrabactin Resistance 1;

RAPTOR - Regulatory-Associated Protein Of TOR;
RICTOR - Rapamycin-Insensitive Companion Of mTOR,;
RNAI - RNA Interference;

ROP - Rho of Plants;

RPS6 - Ribosomal Protein S6;

rRNA - Ribosomal RiboNucleic Acid,;

S6K - S6 Kinase;

SAG - Senescence Associated Gene;

SAR - Structure-Activity Relationships;

SCaBP - SOS3-like-Calcium Binding Proteins;
SEN - Senescence Gene;

Ser - Serine;

SINAT - Seven In Absentia;

SMR - SiaMese Related;



SnAK - SnRK-Activating Kinase;

SNF1 - Sucrose Non-Fermenting 1;

SnRK - Snfl-Related protein Kinase 1;

SOS - Salt Overly Sensitive;

SPS - Sucrose Phosphate Synthase;

SS - Starch Synthase;

SUSY - Sucrose Synthase;

T6P - Trehalose-6-Phosphate;

TOR - Target Of Rapamycin;

TORC - TOR Complex;

TOS - TOR-signaling;

TPS - Trehalose-6-Phosphate Synthase;

TRAF - Tumor necrosis factor receptor-associated factor;
TRRAP - transformation/transcription domain-associated protein;
UBA - Ubiquitin-Associated,;

UTR - UnTranslated Region;

Val - Valine;

WGD - Whole-Genome Duplication;

ZTL - ZeiTLupe.



BBEJIEHHUE

AKTYaJIbHOCTH TEMbI UCCJIE0OBAHUS

Briciime pactenus BeyT MPUKPETUIEHHbIN 00pa3 ®U3HU U TOTOMY CUIIBHO 3aBHUCST
OT (paKTOPOB BHEIIHEHN CpeJibl. DTO CIIOCOOCTBOBATIO PA3BUTHIO CETU CUTHAIBHBIX CUCTEM,
HEOOXOMMBIX ISl OBICTpOW peakuuu Ha cTpecc. [lpumedarenbHO, YTO y pacTeHUM
aKTUBAIlUg MEXaHU3MOB OTBETAa Ha CTpEcC J000T0 poJia, KaK MPaBUIIO, COTIPOBOKIACTCS
OCTAaHOBKOW WJIM 3aMeUIeHHeM pocTa. Jl0 HelaBHEro BPEMEHM CUYUTAJIOCh, YTO 3TO
CBS3aHO C Iepepaclpe/e]IeHHeM PECYpPCOB PACTEHHUSI OT PACTyIIUX OPTaHOB B PYCIO
’HEpProoOecreueHus TeTOKCHKAINH U IPYTHX 3alIUTHBIX MPOIECCOB, AKTUBUPYIOIIUXCS B
oTBeT Ha cTpecc. OIHAKO, UCCIEIOBAHMS TTOCICTHUX JIET MO3BOJISIOT MPEIoiaraTh, YTo
OCTAaHOBKA pOCTa U 3aIlyCK MEXaHU3MOB OOPHOBI CO CTPECCOM HaXOASATCS MOl KOHTPOJIEM
JIBYX pa3JIMYHBIX TeHeTndeckux mporpamm (Campos et al., 2016; De Vleesschauwer et al.,
2018; Filipe et al., 2018; Margalha et al., 2019). D10 3HaYUT, YTO MOXKHO JOOUTHCS HUX
HE3aBUCUMOMN DPETYJIALMHM B YCIOBUSAX CTPECCa M MOJYyYUTh XOPOILIO pacTyIIue AaKe B
HEOJIaroNPUSATHBIX YCIOBUSAX CTPECCOyCTOMuMBbIe pacTeHus. OaHAKO, AJS 3TOTO BaXKHO
BBISIBUTh MEXAHU3MBI, 00ECIICUNBAIOIINE KOOPAHMHUPOBAHHYIO PETYISAINI0 POCTOBBIX U
3aIIUTHBIX POTPAMM y PACTEHUH B Pa3JIMYHBIX CTPECCOBBIX YCIOBUSX.

B Hacrosimiee Bpemsi y pacTeHMil OOHapy>KEHO JBa IEHTPAIbHBIX MPOTEUH-
krHa3HbIX kKominiekca, TOR (Target Of Rapamycin) u SNnRK1 (Sucrose non-fermenting 1-
Related protein Kinase 1), peryiupyronmx MepeKIroueHue MEXy aHaOOJUYeCKUMHU (B
T.4. CBS3aHHBIMH C POCTOM) M KaTaOOIMIECKUMHU (aKTHBHPYIOIIUMHUCS B YCIOBUSIX CTpecca
C LEJBI0 SHEProoOecneYeH sl 3alUTHBIX MporpaMm) nporeccamu. Kunaza TOR akTuBHa
npu OJIaroMpHUsSTHBIX YCIOBHSIX, CIIOCOOCTBYS Mposdepauu 1 pOCTy KIETOK, U SBISICTCS
BRXHCHUIITM aKTUBATOPOM aHA00JIM3Ma U perpeccopoM karadoausma sykapuort (Shi etal.,
2018). Kunaza SnRK1 akTuBupyercs B CTPECCOBBIX YCIOBHSX, CBSI3AHHBIX C HU3KUM
YPOBHEM CaxapoB/3HEPTMU B KJIETKE, U CIIOCOOCTBYET pealu3allid CTpaTerui
DHEProcOCpPeIKEHUST U peMoOMIM3alMu MUTaTeabHbIX BemecTB (Baena-Gonzalez et al.,
2007). SnRK1 wunruompyer TOR, crmocoOcTByss TakuM o00pa3oM aKTHBAIlMA TEX
KaTabOJIMYECKUX TporpamMm, KOTOpble ObliM monaBieHbl | OR-kuHA30M, B TOM YHUCIE
aBrodaruu (Baena-Gonzalez, Hanson, 2017). Astodarus mpeacrtasiseT codoi mporiecc,
Ipy KOTOPOM TOBPEKJEHHBIE WJIM HEHY)KHbIE KOMIIOHEHTHI KJIETKH IOJBEPraloTCs

Jerpajani B JauTHYeckux kommaprmentax (Marshall, Vierstra, 2018), mo3Bosss
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BOCTIOJTHUTh HEJOCTATOK NHUTATEIBHBIX BEMIECTB W SHEpruu. [loka 4TO MEXaHU3MBI,
oOecrieunBaromye B3anMojelicTBue KuHa3HBIX KominiekcoB 1OR u SnRKI1, ocrarorcs
HEBBISICHEHHBIMH. HawmOosiee W3y4eHBl B3aWMOJCHCTBUS CHUTHAIBHBIX KAacKaJOB,
uaunuupyeMbix TOR u SnNRKI1, B perynsmuu aBrodaruu; mMocCieIHHE JTaHHBIC TaKKe
NOKa3bIBalOT yuacThe aBrodaruu B aktuanmu SNRK1 (Yang et al., 2023).

[Tockonbky pacTeHHs — aBTOTPO(HbIE OPTaHU3MBI, TO SHEPTUs MOCTYMAET B UX
OpraHu3M B BHJIE CaxapoB, 00pa30BaHHBIX B Iporecce (POTOCHHTE3a, U MPEBPAIIACTCS B
UCHoJib3yeMyto kietkoi popmy — AT® — Onarogapst kKaTaboaU3My caxapoB, B MEPBYIO
ouepeib, B X0JIe¢ MUTOXOHIPHAIILHOTO JIbIXaHusl. BO3M0OXKHO, UMEHHO MO3TOMY TJIABHBIMU
Metabonnueckumu perynaropamu TOR u SnRKl1y pacTenHuil BBICTYNamOT MOJIEKYJIbI
caxapoB u caxapodocdaTos, B OTJIIMUKE OT OPTOJOTUYHBIX KUHA3 IPOKIKEN U )KUBOTHBIX,
IJIe B 3TOM POJIH BBICTYIIAIOT aMUHOKHCIIOTHI U afeHo3uHpocdarts (Baena-Gonzalez et al.,
2007; Baena-Gonzalez, Sheen, 2008; Dobrenel et al., 2016). Tak, kunaza TOR y pacTenuii
peryIupyeTcsl TIIOKO30H, YTO TO3BOJSET KOOPAMHHUPOBATH IMPOILECCHl poOcTa C
JOCTYITHOCTBIO oOpasyromuxcs B Xoae ¢hoTocunresza pecypcon (Dobrenel et al., 2016). B
cBOIO o4epenn, caMa TOR okaspiBaeT perynsaTopHoe JeicTBrUe Ha mpolecc poTocuHTe3a
(Dong et al., 2015; Shi et al., 2018). M3BecTHO, 4T0 aKTUBHOCTH KnHAa3bl SNRK 1 pactenuit
uHrnoupyercs caxapodocdaramu (Zhai et al., 2018). bomee Toro, MHorHMe OemKu
(OTOCHHTETUYECKOTO  amnmapara KOJUPYIOTCS  T€HaMH, aKTHBHOCTh  KOTOPBIX
peryiupyeTcsi  TPAaHCKPUIIIMOHHBIMU  (pakTOpaMu,  MPEACTaBIAIOIIUMU  COOOM
noreHnuanbHpie mumenn st SNRK1 (Wurzinger et al., 2018). Onnako, B JTaHHBIHI
MOMEHT OTCYTCTBYeT MH(OpMAIlMs O BIMSHUM OCHOBHOTO CEHCOpAa JSHEPTreTUYECKOTO
cTaTyca pacTHTENbHOUN KieTku - kuHa3el SnRK1 - Ha perynsmuio GorocuHTeTHUECKOTO
MeTaboIM3Ma, Kak B ONTUMAJIBHBIX YCIOBUSX, TaK U B YCIIOBUSX CTpecca.

B cBs13u ¢ yBenuueHneM IIJI0MIAACH 3aCOTCHHBIX 3eMelIb UCCIICIOBaHUS, CBSI3aHHBIC
C TIOUCKOM MEXaHU3MOB COJICYCTOMYHMBOCTU pPacTeHUM, KpaiiHe HeoOxoaumel. M3BecTHO,
4YTO BaKHEHINAs POJb B YCTOMYMBOCTH PACTEHHHM K COJIEBOMY CTPECCY NPHUHAIIIEKUT
nuToriazMaruyeckomy kanuto (Shabala, 2017). Kanuii B pacTeHusX sBIsSETCS Ba’KHBIM
MakpodeMeHToM u ocMotukoMm (Dreyer, 2021). Iluro3ombHbIi roMmeocta3z K* HeoOxo1um
JUTSL  TIOJIEP’)KAHUST AKTHBHOCTU Pslla ITUTO30JbHBIX (PEPMEHTOB, YYaCTBYIONIUX B
peaknusx aHabonu3Ma. MHOrHe pepMEHThI, KOTOPBIM JIJIsi CBOCH aKTHBHOCTH HEOOX0IUM

K", katanusupytoT peakimu ¢ pacxogom ATD (Yang et al., 2016). V Arabidopsis thaliana
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neUIUT Kanusl MPUBOAWT K WHTHOWpoBaHuio Oonee 50 ¢depmMeHTOB, B TOM dHCIe
(dbepMeHTOB TIIMKOJIU3a U IyTel ycBoeHus a3oTa. [Ipu coeBoM cTpecce B OTBET Ha BXO/J B
kietkn noHoB Na* mpoucxomut notepss K U3 KIeTOK KOpHS Yepe3 KaIMeBbIE KaHAbI
GORK, 4T0 mpUBOJIUT K 3aITyCKY 3alpOrpaMMUPOBAHHOMN KJIETOUHOM rubenu u apTodaruu
(Demidchik, et al., 2010, 2018). Panee O0bU10 BhICKa3aHO MPEAMOIOKECHHUE, YTO YPOBEHb
1UTo30JbHOT0 K* MOXKET BBICTYNAaTh «METAOOJUYCCKUM MEPEKIIOYATeIEM» MEXIy
aHabomu3MoM u katabomusmom (Leigh, WynJones, 1984). Oanako, 10 cuX IOp He
U3y4asicsi BOIPOC O TOM, MOTYT JIM YPOBHHU muTo30ibHOr0 K* BiMATH Ha mepemady
curHanoB uepe3 TOR unu SnRK1.

Taxum 06pa3om, uccie0Banne poiu 00enx peryiasaTopabix kuHas, TOR u SnRK1,
B oOecrieueHUN pocTa, (POTOCHHTETHUYECKOTO0 METa0oliM3Ma M CTPECCOYCTOMYMBOCTH
pacTeHuil mpeACTaBIsAeT OONBIION HHTEPEC IS MOTYICHUSI CTPECCOYCTOWIMBHIX, HO TIPU
ATOM BBICOKOIIPOIyKTUBHBIX PACTCHUIA, a U3yUYEeHUE OTBETOB PACTEHUI Ha COJIEBOM CTpecc
U Ha JeDUIAT Kajaus TO3BOJIUT BBIIBUTH HOBBIC AaCIEKTHl B3aWMOJCHCTBUS DTHX
PETyJISITOPOB.

Lenu u 3a1a4uu uccae0BaAHUS

Lenn nanHON pabOTHI - H3YUYCHHE BIUSHUS XPOHHUECKOTO Ae(PHUIINTA KU B CpE/Ie
BBIpalllMBaHUs HAa aKTUBHOCTH KuMHa3bl TOR, u xapakrepuctuka ponu kuHa3el SnRK1 B
peryiasiuun (pOTOCMHTETUYECKOro MeTaldosiu3Ma B XOJEe OTBETa Ha COJIEBOM cTpecc, y
pactenuii Arabidopsis thaliana (L.) Heynh.

Jlis tocTuKeHus 1eneit uccaeaoBanust ObUIM MOCTABIICHBI CIEAYIONINE 3a/1a4u:

1) OtpaboraTh MeTON oOmpeneicHus akTUBHOCTH KuHa3bl TOR 1o ypoBHIO
dbochopmmmpoBanus ogHoro u3 cyocrparoB TOR — Genka S6K — ¢ momorisio
UMMYHOOJIOTTHHTA;

2) Onpenenuth BIUsSHUEC NeUIIUTA Kadus B CPe/le BBIPAIMBAHUS HA POCT M Ha
ypPOBEHb MHIYKIIMHU aBTO(aruu y nmpopoctkoB Arabidopsis thaliana (L.) Heynh.;

3) Onpenenuth BAUSHHUE AeUIIMTA Kajdus B CPEle BbIPAIIMBAHUS HAa aKTHBHOCTb
TOR-kHMHA3HOrO KOMILJIEKCA;

4) OueHUTh YPOBEHb aBTO(PArkYecKoro IMOTOKA NpU ACPHUIMTE Kalus B Cpeie
BeIpamuBanus y pactenuid A.thaliana c¢ n3MeHeHHBIM ypOBHEM 3KCIIPECCUH

KatanuTuueckor cyonreauuuibl SnRK 1-kunaszer KIN10;
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5) Ompenenutp BIUSHHE YPOBHS OKCHPECCHH KATAIUTHYECKOW CYOBEIMHHUIIBI
SnRK1-kuna3er KIN10 Ha mapamerps! ¢otocunresa A. thaliana Bae ctpeccoBbix
YCJIOBU U TIPU COJIEBOM CTpECCE.

Hayunasi HOBU3Ha pe3yJIbTATOB

Ha npumepe monensnoro pactenust Arabidopsis thaliana Bnepseie oOHapyxeHO
UHTHOUpYIOIllee BO3ACHCTBIE XPOHUUECKOTO AePUIINTA KAl B Cpe/ie BhIPAIIMBAHUS HA
aKTUBHOCTh OCHOBHOTO peryisiTopa aHabonm3mMa u pocta — kmHa3el TOR, u
aKTUBUPYIOIIEE BO3CHCTBUE HA aKTUBHOCTH PETYJIATOPA CTPECCOBBIX OTBETOB pAaCTEHUMN
— kuHa3el SNRK 1. BriepBbie uzyuena ponb kuHazsl SNRK1 B perymsiiuu ¢poTocunTesa, u
BBISIBJICHBI M3MEHEHUS (POTOXUMHYECKOH AaKTHBHOCTH XJIOPOIUIACTOB, OOYCIOBIICHHBIC
CBepXIKCIpeccuei ee kataautudeckoi cyobeamauis KINLO.

Teoperuueckasi U IPaKTHYECKAs 3HAYUMOCTD NMPOBEIEHHBIX HCCJIET0BAHUIA

Pe3ynbpTaThl paboThl MOTYT OBITH HCIIOB30BAHBI JJIS PEIICHUS 3a7]a4H JOCTUKECHUS
BBICOKOH ypOKaHHOCTH BaXKHBIX CEIBCKOXO3SUCTBEHHBIX KYyJIbTYp B CTPECCOBBIX
YCIIOBUSX, CBSI3AHHBIX C JeQUIUTOM Kajdusi WIM 3acojieHueM TmouB. [lomydyeHHbie
pe3yJbTaThl MOTYT OBITH MCIOJB30BaHbI MPH YTCHHH KYPCOB JIEKIUH MO OMOQU3UKE,
OMOXUMHH U (PU3UOJIOTUH PACTEHUIA.

IToJ10:xeHus1, BHIHOCHUMbIE HA 3aLIUTY

1. XpoHnuyeckuil HEIOCTAaTOK KalWsl B CpEIE BBIPAIMBAHUSA IPUBOJUT K
WHTUOMPOBAHHUIO aKTUBHOCTH MpoTerHKUHA3bl 1OR B kopHsx mpopoctkoB Arabidopsis
thaliana.

2. XpOHUYECKHUH HEJOCTATOK KajKsl B Cpeie BhIPAIIMBAHUS IPUBOAUT K HHAYKIIUU
aBToharmu B KOpHIX mpopocTkoB Arabidopsis thaliana, koropas omocpenoBaHa
nporenHkuHazoit SNRK1.

3. IoBerienue ypoBHs npotenHkuHassl SNRK1 B pactenusx Arabidopsis thaliana
NPUBOAMT K CHWKCHHIO B  XJIOpPOIUIACTAaX  aMIUIMTYAbl  TPaHCTUJIAKOWMTHOU
OPOTOHABIDKYIIEH cuiabl pmf, a Takke WHAYLIUPYET AONOJHUTEIbHBIE MEXaHU3MBbI
3amUThl  (POTOXMMHYECKON aKTUBHOCTH XJIOPOIUIACTOB OT COJIEBOTO CTpecca, YTO
BBIPAJKAETCS B YBEIMYEHUM peasibHbIX KBaHTOBBIX BbIX0J0B PCII m ®CI u cHMKeHuun
HedoToxuMuaeckoro tymenus guyopecnenunu (NPQ).

JIMYHBIA BKJIAJ COUCKATEJISA
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ABTOp JIMYHO y4YacTBOBaJl B IPOBEJECHHUU SKCIEPUMEHTAIbHBIX HCCIIEJOBaHUIA,
00paboTKe MOJYyYEHHBIX pe3ybTaTOB, aHAM3€ M OOCYXICHUU PEe3yJIbTaTOB, a TaKkKe
IPUHUMAJI yYacTHE B HATMCAHUHU Hay4HbIX CTATEHl COBMECTHO C COABTOPAMH U anpoOanuu
pe3ybTaTOB UCCIIEIOBAHUN HA HAYYHBIX KOH(MEPECHIIHSIX.

Anpo0bauus padoTsl

PesynpraThl paboThl ObUIM TpeAcTaBiICHbl Ha MeXAyHApOJHOM HAYYHOM
koH(pepenun «Photosynthesis and Hydrogen Energy Research for Sustainability —
2019» (Cankrt-Iletepoypr, 2019), Bcepoccuiickom chesne «IX cbe3n obOmecTBa
¢usmonoroB pacrernii Poccum» (Kazanw, 2019), permonampbHOM KoHKypce «Jlyurme
HayuyHble paboTsl Mosioablx yueHbix BUH PAH um. B.JI. KomapoBay» (Cankr-IlerepOypr,
2021), Mexnynapoanoir koHpepeHumu «V (XIII) MexmyHapoanas OoTaHHUYecKas
KoH(pepeH1us Monoibix yueHbix» (Cankt-Ilerepoypr, 2022).

Cnncok ny0auKanuii mo TeMe JuccepTannu

[To mMatepuwamaM auccepTani OBLIO OIyOJIMKOBaHO 8 paboT, M3 KOTOPHIX 3 —
CTaThH B PELIEH3UPYEMBIX U3JIAHUAX, peKOoMeHIyeMbIx BAK:

1. Voitsekhovskaja O.V., Apollonov V.I., Murtuzova A.V., Rabadanova C.K.,
Charnysh M.A., Drozdova 1.V., Belyaeva A.l., Kovaleva O.N., Loskutov I.G., Pawlowski
K., Demidchik V.V., Tyutereva E.V. (2020) Photosynthetic activity as assessed via
chlorophyll a fluorescence suggests a role of potassium channels in root to shoot signaling.
Photosynthetica, 58, 608-621.

2. TrotepeBa E.B., Mypry3oBa A.B., Boiiniexosckas O.B. (2022) Asrodarust
Y DHEPTeTHUECKHUI CTaTyC PACTUTENBHON KIeTKU. Dusuonozusi pacmenuti, 69, 115-131.

3. MypTty3oBa A.B., Trotepera E.B., BoiiniexoBckas O.B. (2023) Poib kuHa3bI
SnRK1 B oTBeTe (HOTOCMHTETHYECKOTO ammapara Ha COJIEBOM cTpecc. Duzuonocus
pacmernuii, 70, 279-292.

CrpykTypa n 00beM auccepraumu. MaTepuainbl AuccepTaliy U3J10KeHbl Ha 145
CTpPaHMIIAX MANIMHOMKUCHOTO TEKCTa W BKIIOYAIOT 27 pUCYHKOB U 4 TaOIUIIBL.
Jluccepranponnas pa6ora coctout u3 pasgenos: «CIIMCOK COKPAIIIEHUy,
«BBEJAEHUE», «OB30P JIUTEPATYPbl», «MATEPUAJIBI W METOIbI»,
«PE3VYJIBTATHBI», «OBCYXIAEHUE», «BBIBOAbl» n «CITMCOK JIMTEPATYPbI».
Crucok uuTUpyeMO#l nuTeparypbl BkiIodaer 292 HCTOYHMKA, U3 KOTOpbIX 289 Ha

HHOCTPAHHOM S3BIKC.
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1. OB30OP JIMTEPATYPHBI

1.1. Kwuna3ubie komiiekcbl TOR n SnRK1 kak neHTpajbHble nepexJI04yaTen
aHa00/IM3MAa U KAaTa00JIM3Ma y pacTeHu i
1.1.1. Kuna3za Target Of Rapamycin (TOR)

B mnacrosmee Bpemsi Onaromapss OoOJIBIIOMY KOJIMYECTBY —HCCIIEOBaHUA,
BBINIOJJHEHHBIX HAa MOJENbHBIX OpraHU3Max U3 JKUBOTHBIX, TIpHOOB U pacTeHUM
YCTaHOBJIEHO YTO LEHTPAJIbHBIM PEryJATOPOM aHA0O0JIM3Ma Yy BCEX JyKapHOT SIBISETCS
OenKOBBI KOMILIEKC mpoTerHKHHA3bl Target of rapamycin (TOR). B coorBeTcTBHE C
YPOBHEM MHUTATEJIbHBIX BEIIECTB U HEPreTUUYECKUM CTATyCOM, a TAKXK€ I0J BIUSHUEM
BHemHUX (aktopoB, TOR moaynupyer mporpaMMbl pocta M Iposivdepanuu KIEeToK,
OKa3bIBas aKTUBUPYIOILEE BO3JEHCTBUME HA CUHTE3 Oenka (MpoIEecchl TPaHCIALMH) U
TPAHCKPUIIIHNIO MHOKECTBA T€HOB, M MHTUOUPYS MPOIIECChl KaTaboJMM3Ma, B YaCTHOCTH,

aBTO(aruro.

1.1.1.1. Crpykrypa 6eaxa TOR

DBOJIOIMOHHO KOHCEpBAaTHBHASI CEpUH/TPEOHUHOBas mpoTenHknHaza TOR umeet
Mmaccy 280 x/la ¥ IpUHAJIEKUT K CEMENUCTBY KMHA3, CBA3aHHBIX ¢ (POCHATUANITNHOZUTOI-
3-xkunazamu (PIKK; Cafferkey et al. 1993). Benok TOR cocroutr w3z 5 mnstu
KOHCEPBATUBHBIX IOMEHOB (puc. 1). OTu JoMeHbl, HaunHast ¢ N-KOHIIa, BKIIOYAIOT: IOMEH
noBTopsitomuxcst MotTuBoB HEAT (Huntingtin, Elongation factor 3, subunit A of protein
phosphatase 2A, TOR); nomen FAT (FRAP-ATM-TRRAP wunu Focal Adhesion Target);
nomen FRB (FKBP-rapamycin-binding); momen Ser/Thr kunaser; nomen FATC na C-
koHIieBoii obmactu (Bosotti et al. 2000, Kunz et al. 2000., Schmelzle and Hall 2000, Kim
et al.,2002, Loewith et al. 2002). TloBroper motmBa HEAT HemocpeacTBEeHHO
cBs3piBatoTCs ¢ mpomotropoM u S5'-UTR obGnactero 45S rRNA mns perynsiuu ee
TPAaHCKPHUIIIMH, & TAKXKE y4aCTBYIOT B OelloK-OenKoBbIX B3ammMojneiicTBusx (Ren et al.
2011, Andrade and Bork, 1995, Kunz et al.,, 2000). /lomen FAT mnoamepxuBaer
CTpyKTypHyt0 ctabmibHOCTh Oenka TOR wm, xak u HEAT, mpunumaer yuactue B
Mex0enkoBbiX B3auMozeicTeusax (Choi et al. 1996, Bosotti et al. 2000, Dames et al.,2005).
Jomen FRB mpencraBnsier coboii caiit cszbiBanust Oenka FKBP12, koTopsiii, B CBOIO

0ucpelb, ABILICTCA MHUIICHBIO JII OMOCPCAOBAHHOIO pallaMUIIMHOM I/IHFI/I6I/IpOBaHI/I$I
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axtuBHOocTH Oenka TOR (Schmelzle and Hall, 2000, Kim et al., 2002, Loewith et al., 2002).
Homen Ser/Thr nmporenmHKUHA3bI HEOOX0MUM ISt ocymiecTBieHus: kuHazoi 1TOR cBoeit
PEryisTOpHOM (QYHKIIMU B MpOlleccax, CBA3aHHBIX ¢ pocToM U aHabosm3MoM (Takahashi

etal., 2000; Ren et al., 2011). Jlomer FATC BoimonusieT kapkacuyto ¢pyukiuro (Takahashi

et al., 2000, Dames, 2010).

>

2 @
\

T T n e — ‘= 4]

(I =5 )

L _ __ __ HEATrepeats ~  FAT  FRB _ Kinase FATC
TOR

Puc. 1. Ctpykrypa 6enka TOR. benok conepKuT miaTh KOHCEPBATUBHBIX TOMEHOB,
BKirouast noBropel HEAT, nomen FAT, nomen FRB, kuna3ssiii nomeH u nomen FATC.
Ha pucynke Takxke moka3zanbl uHruoutopsl TOR (pamamuiiiH B KoMIuiekce ¢ OeTkom
FKBP12, AZD8055, KU63794, Torinl, Torin2) u ux mumenu. RAPTOR (regulatory-
associated protein of TOR, «perymnsropHo-accoruupoBannbiii 6eok TOR») u LST8
(lethal with sec-13 protein8, «aetanpHbii A1 0enka 8 Secl3») - KOMIOHEHTHI KHHA3HOTO

komruiekca TOR (Song et al., 2021).

1.1.1.2. Kommiekcol Ha ocHOBe kuHa3bl TOR

VY xuBoTHBIX ¥ Apoxokedt TOR oOpasyer 2 Buma komiuiekco — target of rapamycin
complex (TORC) 1 u TORC2. V pacrenwuii ooHapysxeH Tosibko TORC1, KOTOpBIi COCTOUT
u3 cyoseauaun; TOR, LST8 (lethal with sec-13 protein8) u RAPTOR (regulatory-
associated protein of TOR). ®yukumonampHas creiupuka TORCI u TORC2
ompenensiercs BrmouyeHueM OenkoB RAPTOR wmu RICTOR (Rapamycin-insensitive
companion of mTOR), coorBercTBeHHo. Y Arabidopsis Bzaumoneiicteie RAPTOR ¢
JTOMEHOM HEAT HEOOXOIUMO TS OCYIIECTBIICHUS TOR-3aBucumMoro
bochopunuposanust pudbocomanbHoi kuHasel SOK (Mahfouz et al., 2006). benox LST8
B3anMOJicicTBYeT ¢ C-KOHIIEBBIM KWHa3HBIM JoMeHoM TOR B Xome MOAyJSIUU

ceneKTHBHOM akTHBHOCTH TOR-KMHA3BI B OTHOIICHUN Pa3InYHbIX cyocTparoB (Aylett et
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al., 2016, Yang et al., 2013, Moreau et al., 2012). Ha ceroausmiuuii 1¢Hb HU OJHUH W3
cnenuduyeckux kKoMrnoHeHToB TORC2 miexonuTarommx WM JIpoxxKed (Hampumep,
RICTOR/AVO3 wmm mSINI/AVOI) He Obl1 HACHTUPUIMPOBAH HU B OJHOM
CEKBCHHPOBAaHHOM  TE€HOME  pPACTeHMi, YTO  TO3BOJISIET  yTBEPKIaTh,  4YTO
dorocuHTe3UpyIONIe opraHu3Mbl oOmagaroT Toiarko TORC1 (Tatebe and Shiozaki,
2017). 'umotesa, o Tom, uto TORC2 Mor npucyTCTBOBaThH y 00IIETO TpeKa SYKapuoT 1
ObUT yTEpsH HAa paHHEM dTare ABOJIONUHU 3€JCHON JUHHUH, MOATBEPKAACTCS HATHYUEM
romojoroB RICTOR B HEKOTOPBIX ApeBHUX MHKpoBogopocisx u3z Chlorarachniophyta u
Stramenophyla (Mallen-Ponce et al., 2022). V muexonuraromux u apoxokeii TORC2
OTBeyaeT 3a peopranm3aiuio rurockesera (Xie et al., 2018); nokayrupoanue RICTOR,
mTOR wmu mLST8 Hapymaet nepecTpoiiKy ceTH ak THHOBBIX (hrtameHToB (Jacinto et al.,
2004, Larsson, 2006). O0HapyXeHO, YTO y pacTeHWi B MyTaHTaxX {Or ¢ CHFDKCHHOUH
akTuBHOCTBIO TOR  HaOmomaercs M30BITOUHOE HAKOIUIGHHE aMHHOKHCIOT —C
pa3BEeTBIEHHBIMU OOKOBBIMH IIETISIMH, YTO MPHUBOAUT K CBS3bIBAHUIO AaKTHHA Ha
oOpa3oBaBIIUXCsl a0EPPAHTHBIX SHAOMEMOPAHHBIX CTPYKTypax. JTO, B CBOIO OYEpE.b,
BBI3BIBACT 3aMeIeHHne 00pa30BaHMsS KOPHEBBIX BOJIOCKOB M CHIDKEHHE YHCIIa OOKOBBIX
kopue#t (Cao et al., 2019; Dai et al., 2022). I[IpumeuaTensHo, yTo y MyTaHnTa raptorlb
Takux nedektoB oOHapyxkeHo He Obuio (Dai et al., 2022). Dt naHHBIC MO3BOJISIOT
npeanonoxuTb, 4yro kKommuiekcbl TORCI pacrenuit (yHKIMOHANIBHO SKBUBAJIEHTHBI
TORC1 u TORC2 apoxxeit uin MICKOMUTAIOIINX.

CrnemyeTr OTMETUTh, UTO BaXKHYIO poiib B paboTe komruiekca TORC1 urpaet 6enok-
murang FKPB12 — uvmMmyHOGWINH, UIU NENTHAWI-TPOIUI-U30MEPa3a, BO3MOXKHO CO
CBOMCTBaMH LIANEPOHOB, KOTOPBIN Y )KUBOTHBIX CBS3BIBAETCS CO MHOXXECTBOM MHILICHEH,
HaIpUMep, PUAaHOJMHOBBIMU PELENTOPAMHU, BBIIONHAOIMME QyHKIMI0 Ca*-kaHanos B
capkorutasmaruueckoM perukyinyme (Kang et al., 2008), a y pacrenuit ¢pynxiun FKP12

HC BBISICHCHBI.

1.1.1.3. Peryasiuus aktuBHoctd TORC1

BaxxHolt 0co0eHHOCThIO KMHA3HBIX KoMIUIEKCOB TOR Bcex OpraHu3MOB SIBISICTCS

UX CBOMCTBO AKTUBHUPOBATLCA B OTBCT HA HAJIWYHC HGO6XOZ[I/IMI>IX JJIA a"HabonM3Ma
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MUTATEIbHBIX BEMECTB. TaK, y )KUBOTHBIX KITFOYeBbIMU akTuBatopamu | OR BeIcTymaroT
He3aMeHMMble amuHOKHcaoThl (Takahara et al., 2020). ITockoiabky MeTabOIU3M
aBTOTPO(HBIX PACTEHUN MPUHIIUITUAIBHO OTIMYACTCS OT TeTePOTPOMHBIX KUBOTHBIX U
npoxokeit, To u peryisinus TOR y pactennit umeet psag ocobennocteir. TOR y pactenuii
JOCTOBEPHO aKTHBHPYETCs MOBBIIICHHEM KOHIICHTpaIiK ri1roko3sl (Xiong et al., 2013) u
JIPYTUX MUATATEIbHBIX BEIIeCcTB: HUTpaTHOro azota (Liu et al., 2017, Liu et al., 2021) u
¢docdaToB. Kpome T0oro, BaxKHbIMU aKTUBATOPAMHU BBICTYIIAIOT CBET, a TAKKE (PUTOTOPMOH
aykcun (Schepetilnikov et al., 2017, Liu et al., 2017). Murubuposanue TOR kak y
pacTeHMi, TaK ¥ Yy >KMBOTHBIX MPOUCXOIUT MpU ACPHUIIUTE SHEPTHMH W MUTATEIBHBIX
BEIIIECTB, a TaKxke Mnpu Bo3aericTeuu ctpeccos (Dobrenel et al., 2016, Gonzalez and Hall,
2017, Saxton and Sabatini 2017, Suyn and Sheen, 2015). Aykcun aktuBupyer TOR B
anMKaIbHON MeprcTeMe modera u B KOPHIX MyTeM mpsimoro dochopmmupoBanus TOR mo
aMUHOKHUCIOTHOMY ocTatky Ser-2424 wna C-koHue; 510  dochopuirpoBaHue
ocymiecTBisitoT Oenku-I Tdaszer ROP2 nocne ux cBsa3piBanus ¢ aykcuHoM (Schepetilnikov
et al., 2013, 2017). UntepecHo, uro aktuBupoBanue TOR T0K030i HE OMOCpea0BaHO
ROP2; nmo-sunumomy, TOR «BocnpuHMMAaEeT» TIIOKO3Y JIMOO HampsMyro, JUOO depe3
NpyToil He uaeHTUGUITMpOBaHHbBIN Toka peryistop (Li et al., 2017).

Bo B3ammopeiicTBuu curnanoB, peryiupyiomux 1OR — TIIIOKO3bI, ayKcHHA, a
TaK)Xe CBETa — OOHAPYKEHBI PAa3IM4Us MEKIy aluKaIbHBIM MepucTeMeaMu mobera u
kopHs. Eciu B amekce kopust ang aktuBauuu [TOR (M Takum 00pa3oM akTHUBaLUU
npoiidepanuu KJIETOK) JOCTaTOYHO ITFOKO3BI M ayKCHHA, TO B ariekce modera HeoOxXoamum
eme u ceet (Li et al., 2017). BeposiTHo, Takast peryisius o0ycIOBJIeHA OTHOCUTEIBHO
BBICOKHUM COJIEp’KaHUEM ayKCHHA B KJIETKaX KOPHS, U HU3KUM — B KJIETKaX arekca nooera,
TIOCKOJIbKY T0OaBJICHHE SK30T€HHOTO ayKCHMHA K amekcam mobOera aktuBupoBaio TOR
nocpeactBom ROP2 u B orcyrcrBue cBera (Li et al., 2017). Kakum oOpa3zom cBer
aktuBupyer ROP2, ocTaercs HesCHBIM; BEpOSITHO, 3TOT 3Tall BKJIIOYACT TPAHCIOKAIHIO
ROP2 u3 muto30i14 K mia3maTrueckoit memopane (Jeon et al., 2008).

VY Arabidopsis ropmon ctpecca pactenuit ABK noaasnser nepenady CUrHajaoOB OT

TOR nocpeacrsom ABK-omocpenoBanHoi#t akTHBaliny KuHa3sl SUCr0Se non-fermenting 1-
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related kinase 2 (SnRK2), xoropas ¢ochopumupyer RAPTORI1, uro mpuBoauT K €ro
otnenenuio ot AtTORCI1 u neaktuBanmu xomruiekca (Wang et al., 2018). Kpome toro,
aktuBHOCTH TOR Haxomutcst moa koHTposieM kmHa3el SNRKI1, uro Oyaer moapoOHO

PaCcCMOTPCHO HUXKC.

1.1.1.4. Tensl, koaupyrwomue koMnoHeHTbl TORC1, u1 MyTauuu no HUM

VY OONBIIMHCTBA JyKApHOT MMEETCsl TOJIbKO ofHa komwms reHa 1OR; y pacrenwuii-
noaurtonoB Glycine max, Populus trichocarpa u Brassica rapa naentuduiinpoBaHo a1Ba
rera TOR, a y amiorerpamionaHoro xiomdatHuka GOSsypium hirsutum 6buto
obuapysxeno dyetbipe reHa TOR (Song et al., 2019, Song et al., 2017, Fu et al., 2020). ¥
BeicuX pacteHnii RAPTOR u LST8 koaupyroTcst aBymMs reHamu kaxapiii: RAPTOR1A/B
u LST81/2, coorBercTBenno (Turck et al., 2004, Anderson et al., Mahfouz et al., 2006,
Moreau et al., 2012, Ren et al., 2012, Xiong & Sheen 2012, Schepetilnikov et al., 2013).
B Arabidopsis npeumymiectBenno skcrpeccupytorcs RAPTORLB u LST8-1. Hokayt tor y
Arabidopsis siBisieTcst JeTaabHBIM Ha paHHEW SMOpPUOHAJIBHOW CTaJWH, a TMOJABJICHHC
skcnpeccud TOR mpuBOAUT K 3HAYUTEILHOMY CHIDKCHHIO POCTOBBIX ITOKa3aTelCH,
OCTaHOBKe Tposndepalny, YJUIMHEHUIO KIETOK U paHHeMy ctapenuto (Xiong and Sheen,
2012, Xiong et al., 2013, Li et al., 2017, Fu et al., 2021, Liu et al., 2021). MyTaruu 1o
RAPTOR1B wmum RAPTORI1A/B Ttakxke NpPUBOIAT K CHIDKCHHIO MOP(POMETPHUSCKUX
MOKa3aTeseil U COCOOHBI BRI3BIBATH THOEIH 3apO/IbIIIeH Ha paHHEH CTaINH, KaK Uy JIMHUAN
¢ momaBneHHoW 3kcmpeccuerr TOR (Salem et al. 2017). V Arabidopsis RAPTOR1B
y4acTBYyeT B KOHTPOJIE J>KH3HECMOCOOHOCTH, NpOpacTaHuss U MOPQHOIOTHH CEeMSH
(Anderson et al., 2005, Diaz-Troya et al., 2008, Kravchenko et al., 2015, Moreau et al.,
2012, Salem et al., 2017, Tatebe and Shiozaki, 2017). Cemena mytantoB Arabidopsis
raptorlb nemoHCTPUPYIOT HHU3KYIO KU3HECHOCOOHOCTH, BHICOKYIO YYBCTBUTEIBHOCTH K
cTpeccaM OKpY KaroIlel cpe/sl U 3aaep Ky npopacranus (Anderson et al., 2005, Deprost
et al.,, 2005). Myramnus ISt8—1 mpuBomMIa K CHIKCHHIO BETreTAaTMBHOTO pOCTa M
alMKaJIbHOTO JOMUHHUPOBAHUS, 3a/ICPKKE IIBETCHHUS C aHOMAJIbHBIM Pa3BUTHEM IIBETKOB,
BBICOKOI YyBCTBHTEIBHOCTH K CTpECcCaM M HaKOIUICHHUIO KpaxMaia u nposinHa (Moreau et

al., 2012). B nemom TOR koHTponmupyeT ropasao 6osee MUupoKuii Habop OHOIOTHIECKUX
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npoueccoB, ueM RAPTOR u LSTS, 4To BbIpakaeTcs B JIETAIHOCTH HOYKAaTHOM MyTaluu
tor (Menand et al., 2002, Anderson et al., 2005, Deprost et al., 2005, Ren et al., 2011,
Moro et al., 2012, Xiong and Sheen, 2012).

1.1.2. CemeiicTBo kmHa3 Sucrose non-fermenting 1-related kinase (SnRK)

PacTenns BemyT mpHKperyIeHHBIH 00pa3 >KU3HUW M CHIIBHO 3aBHCAT OT (DaKTOPOB
cpensl ooutanus. st BBDKUBaHUS PaCTUTEIFHOMY OPTaHU3MY HEOOXOIUMBI OBICTpBIC U
TOHKHE MEXaHU3Mbl PEryJSIIUU OTBETOB Ha CHTHAJbl, Hecylue HWHGOpPMAIHIO O
pasIM4YHBIX CTpeccoBhIX Bo3zeicTBusax. CemeiictBo ¢depmentoB SNRK (Sucrose Non-
Fermenting 1-related protein Kinase) urpaeT pemaromniyo pojib B peakiuu pacTCHUI Ha
OonoTmueckue u abuormueckue crpecchl. Kpome Ttoro, kmHa3sl SNRK yuacTByroT B
perysuu OONBIIMHCTBA KJICTOYHBIX (PYHKIWH, a TakkKe MEePEeXOJ0B MEXIY dTarmaMu
passutus (Baena-Gonzalez et al., 2017). I'pynma kwraz SnRK oTHOCHTCS K
cynepcemeiictsy CDPK-SNRK cepuH/TpeoHHHOBBIX MPOTEMHKUHA3 W BKJIIOYAET B ceOs
tpu noacemerictBa: SNRK1, SNRK2 u SnRK3/CIPK (Hrabak et al., 2003). Bce Genkwu
SnRK umeroT KoHCepBaTUBHBIN IOMEH CEpUH/TPEOHUHOBOM MPOTEMHKHUHA3bI HA N-KOHIIE
u BapuOenbHbIi C-KOHETI.

Kunaza SnRK1, romosnor xuBotHori AMPK (adenosine monophosphate-activated
protein kinase) u apoxokeBoir SNF1 (sucrose non-fermenting 1) kuHa3, y4acTByeT B
NEPEKIIIOYCHUH MTPOrpaMM aHa0oIM3Ma U KaTaboau3Ma B CTPECCOBBIX YCIOBHSIX, a TAKKE
SBJISIETCSI OCHOBHBIM PETYJISATOPOM PEAKIIMI PACTEHUN Ha TEMHOBOM CTPECC U HEJOCTATOK
caxapoB (Baena-Gonzalez et al., 2007). SnRKI1 perymupyer 3TH mpoIecChl Ha
TPAHCKPUIIIMOHHOM M MOCTTpaHCIsAIMoHHOM ypoBHsx (Lovas et al., 2003, Hao et al.,
2003, Baena-Gonzalez et al., 2007, Schwachtje et al., 2006, Lie et al., 2009, Mair et al.,
2015, Nukarinen et al., 2016, Pedrotti et al., 2018). Ceepxokcmnpeccuss SNRK1
3HAYUTEIBHO YBEIMYMBACT YCTOMYMBOCTh pHCAa K IIUPOKOMY CIEKTpY OOJIe3HEH,
yCHJIUBAs 3aIUTHBIA OTBET, ormocpeaoBanHbii xacMoHaroM (Filipe et al., 2018).

Kunasser noacemericts SNRK2 u SnRK3/CIPK (CBLs (calcineurin B-like proteins)
-interacting protein kinases) npejicraBieHbl TOJIBKO Y PACTCHUN M HE MMEIOT OPTOJIOTOB
cpenu MieKonuTaromux u apoxokeit. Knnazer SNRK2 tecno B3aumoneiictytor ¢ SNRK1
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u TOR (Halford and Hey, 2009, Coello et al., 2011). SnRK2 u SnRK3/CIPK y4actBytoT
B CUTHAJIMHTE W MOJYJISIIUNA OTBETA HA CTPECCHI, BRI3BAHHBIC A0MOTHICCKUMU (haKTOpamMu
U HyTPUEHTHBIM TosiogaHueM. SnRK2 urpaet BaxxHyro pojb B IyTH MEpeaadd CUTHAIIA
ABK, ocMoTHueckoM ctpecce u mertaboau3me caxapos (Wang et al., 2019; Hasan et al.,
2022). Dxkcmnpeccus renoB mozacemerictea CIPK y Arabidopsis thaliana mossimaer
YCTOWYMBOCTh K TAKHM CTPECCaM, KaK 3aCOJICHUEe, MEXaHHUECKHE MIOBPEXKICHUS U 3aCyXa
(Kim et al., 2003; Pandey et al., 2015). SnRK3, B3aumoxeiictByss ¢ CBL, o0pasyer
koMiuiekc CBL-CIPKs, KoTOpsIii ipeacTaBisieT cOO0H CIIOKHYIO KalbIUH-CUTHAIBHYIO

CUCTEMY, HEOOXOMMYIO Il yCTOMYMBOCTH PACTEHHUH K pa3nuHbIM cTpeccam (Pandey et

al., 2015., Haffer et al., 2000; Tang et al., 2020).

1.1.2.1. Crpykrypa komiuiekca SnRK1 u peryasiTopbl ero akTHBHOCTH

Kunaznsrit kommiexke SNRK1, xak u ero opTonora — 0enKoBbIe KOMIUIEKCHI KHHA3
AMPK u SNF1, cocTouT W3 KaTaJUTUYECKOW CYOBEIWHUIIBI O W PEryIATOPHBIX
cyobenuHuIl f 1 Y, U 00Opa3yeT rerepoTpuMepHbIii koMIuiekce (puc. 2). Y Arabidopsis
oOHapykeHbl Kak wu3odopmbl cyObeaunui, mnomodbueie AMPK/SNF1 - SnRKlal,
SnRK1a2, SnRK1B1, SnRK1B2 u SnRK1y, Tak u aBe uzohopmsl, cerupuyHbie TOIBKO
quist pactenuit - SnRK 183 u SnRK1fy.

Karanurtnyeckue o-cyobemununbl SnRK1 (y Arabidopsis oHn UMErOT Ha3BaHHS
SnRK1a1/KINT10/AKIN10, SnRK1a2/KIN11/AKIN11 u SnRK1a3/KIN12/AKIN12)
OTBEYAIOT 32 KMHA3HYIO aKTUBHOCTh U COCTOAT M3 N-KOHIIEBOTO BEHICOKOKOHCEPBATUBHOTO
nomeHa Ser/Thr kunaszpl, youxkButuH-accouuupoanHoro (UBA) momena u KuHa3HO-
accoruupoBaHHoro nfomMeHa 1 (KAT1) na C-koHiie, KOTophIii romosiorudeH TakoBomy SNF 1
y npoxcxeit 1 AMPK y ®UBOTHBIX U PETyJIUPYET B3aUMOJICHCTBUS 0.-CyOBEAMHHUIIBI C - U
v-cyobenunumamu (Estruch et al., 1992, Hawley et al., 1996, Baena-Gonzalez et al., 2007).

AxtuBanus komruiekca SnRK 1 npoucxoaut myrem ¢ochopunupoBaHusi OCTaTKOB
Thr175/176 B T-netne Genka karanutuiyeckout a-cyobenunuibl kuaazamu SNAK (SnRK1-
Activating Kinase) - SNAK1 u SnAK2 (Shen et al., 2009). SnAK1 u SnAK2 u3navanbHO
ObulM HMIEHTHU(PHUIMPOBAHBI KaK KWHA3bl, B3auMojeiicTBytomme ¢ Oeaxom Rep

TeMHHUBHpPYCa, W moyyunin ucxomnoe Haszanue GRIK (geminivirus Rep interacting
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kinases). Kpome Toro, akTHBHpYyIOIee BO3JCHCTBHE OKa3biBaeT GochopuiIMpoBaHHe 110
KOHBEPBATUBHBIM AMHHOKHCIOTHBIM ocTaTkaM Serl73 m Serl76, mpucyTCTBYIOIIMM B
SNF1, AMPK u SnRKI1 (Nakagami et al., 2010). Hakonen, SnRK1 cnocobHa k
aBTO(QoCHOpIINPOBAHUIO; OJHAKO, I MONHON akTuBanuu SNRK1 HeoOX01uMbI KHHA3HI
SnAK. Kunaza AtSnAKI1 aktuBupyetrcs myteM aBTodochopunupoBanus mo Thrl153 u
aktuBupyeT SnRK1; SnRK1nocne aktuBammu dpochopunupyer AtSnAK1 o Ser260, uro
npuBoANT K nHTHOMpoBaHuio AtSNAKL o MexaHu3My OTpHIIaTEIbHON 00paTHOM CBS3H
(Crozet et al., 2010). Takum ob6pazom SNRKI1 crocobHa orpaHuyYMBaTh COOCTBEHHYIO
aKTUBHOCTb JIJIS TIPEIOTBpAIIICHUS upe3MepHoro orBera Ha crpecc (Crozet et al., 2016). B
ormuure or AMPKa wu Snfl KuBOTHBIX U  JApOXiKeH, KOTOpPbIE HMEIOT
camoumHTHOUpYIomIyo nocienoBarensbHocTh (AIS), y SNRK1 pactenunii Takoro nomena
uet (Crute et al., 1998; Jiao et al., 2015).

Karanmurnyeckas cyoweaumanna SnRK, kak ykaseiBanocwk Bbimie, y Arabidopsis
KOJAUPYETCS HECKOJIbKUMHU TE€HaMH; TpU OSTOM TAaTTepHBI J3Kcmpeccud uzodopm
pasnuuarotcs. Tak, SnRK103/KIN12 canraercst IceBIOTeHOM, HO HMEIOTCS JAHHBIE O €ro
SKCIPECCUU B THUIbIIC M Ha paHHed craauu pasButus cemsH (Brox et al., 2016).
SnRK10.1/KIN10 skcripeccupyercsi BO BCEX OpraHax M TKaHSX ¥ BHOCUT MaKCHUMAaTbHBIN
Bkimax B aktuBHOCTH SnRK1. AxktuBHocTh TeHa SnRKIa2/KIN1l orpanuueHa
THIaTOJJaMH, OCHOBAHHMSIMH JIUCTOBBIX 3a4aTKOB W COCYIMCTBIMH TKaHSIMH MOOETOB U
xopHeii (Jossier et al., 2009, Bitrian et al., 2011, Williams et al., 2014). Crepxakcnpeccust
KIN10 cnocoGCTByeT yAJIMHEHWIO KU3HEHHOTO IUKIIA M MO3IHEMY I[BETEHUIO 3a CYET
NEPECTPONKU META0OMUTUYECKUX MyTeH, a I pacTeHuil co cBepxakcnpeccueit KIN11
XapaKTEepHO paHHEe IIBETEHHE M YBEIMUYEHHBIC pa3Mephl JIMCTHEB M PO3ETKU Ha pPaHHHUX
sranax pa3sutu (Baena-Gonzalez et al., 2007). Ceepxakcnpeccust KIN11 u3 Arabidopsis
B Nicotiana benthamiana npuBoauia K MOBBIICHUIO YCTOWYMBOCTH K TEMUHUBHPYCAM H
uHrnouposanuto pocta (Mohannath et al.,2014).

benku KIN11 u KIN10 obnapyxuBatotcs B siape u muroriazme (Williams et al.,
2014). TTomaBieHNe YKCIPECCUN ITHX TCHOB Y PACTCHUI C IBOWHOW HOKJIAyH-MyTalUeH

kin10kinll mpuBOAMIO K MHTMOUPOBAHUIO POCTa, PAHHEMY I[BETCHUIO M CTAPCHHUIO, UTO
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Puc. 2. Ctpykrypa xomiiekca SNRK1 y Arabidopsis. (A) a-cy0bemuHmIa COCTOUT
U3 KaTaJIUTUYECKOro JoMeHa (KpacHBIH I[BET), /i€ MOKa3aH OCHOBHOM PETYJIATOPHBIN CalT
dochopunrpoBanusi, ocrarok TpeonmHa T-merimu (T175/6) u perynsaropHOi dYacTw,
KOTOpasi BKJIIOYAET B ceOsl CBSI3aHHYIO C YOMKBUTUHOM TocienoBatenbHocTh (UBA) u
KMHa3HO-accolMupoBaHHblii nomeH (KA1l) anga cBs3piBanust - u  y-cyObeaMHMIIL.
CyObenununa [ BkimouaeT B cebsi N-koHieBylo BapuabenbHyto oOnacte (NVR),
yrieBojicBsi3biBatonnil Moayib — CBM u C-konieBoit jomen (CTD). YuaukanwHas nms
pacrenuii SnRK1B3 sBnsercss arunuyHoi, mockonbky He obOnamaer CBM wumum N-
KOHIIeBOM o6nacTrio. Cyobenununa By coctout u3 CBM u yeTbipex MOTHB IIUCTATHOHHUH-
B-cunrazer (CBS) (Emanuelle et al., 2015, 2016). (b) Mogens 3D-CTpyKTypbl
SnRK1alB2By ¢ ykazanuem cyobenunun (ol, B2, Py) u pacmonoxxeHueM MOIyJei
ces3piBanms (BCBM, ByCBM) (Crepin and Rolland, 2019).

yKa3bpIBaeT Ha vacTuuHoe ayonupoBanue Qynkiuin KIN10 u KIN11 (Williams et al.,
2014). JlBoiinas HokayTHas wmyTaunusi KinlOkinll sBrusercs JeTanbHOM emie Ha
smOpuoHanbHOM 3Tane (Baena-Gonzalez et al., 2007).

Cyowvenunnnel B (KINB) BeIMOnHAIOT KapkacHy0 (DYHKIMIO U CIIOCOOCTBYIOT
CBSI3BIBAHUIO CyOCTpaTa, a TaKKe peryJupyrT BHUTPUKICTOUYHYIO JIOKATU3AIHIO

komruiekca. KINP coaepxat MupucTonnmpoBaHHbIN BaprabenbHbli N-KOHIIEBOUW TOMEH
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KIS (kinase-interacting sequence), KOTOpBI B3aMMOJICHCTBYEeT C KHHAa30i (T.e. -
CyObeIMHMIICH), IICHTPAIBbHBIA YriIeBojACBa3bIBatomUi Momyas CBM (carbohydrate-
binding module) u C-konneoit momen ASC (association with SNF1 complex) mms
cBa3piBanus cyobeaunaunbl Y (Jiang um  Carlson, 1997). MupucrounnupoBanue [-
cyOBeAMHMUIL SIBISIETCSI BaXKHBIM MEXaHH3MOM, PEeryjJupyromuM akTuBHOCcTh SNRK1. ¥V
apabunoncuca norepss N-mupuctountpancdepasslt 1 (NMT1) ycunupana 3HIOTEHHYIO
aktuBHOCTH SNRK1. Hapymenne MoTiBa MupucTomnpoBanus y cyosenunaui SNRK1 1
¥ 2 IPUBOIUT K MX MUTPAIMU M3 IJIA3MaTHYECKOM MeMOpaHbl B IUTO30J1b U siapo (Pierre
et al., 2007). B ycnoBusx mMeTabOIUYECKOTO CTpecca, TaKUX Kak JUIMHHAs HOYb WU
THITOKCHS, TPOUCXOANT CHIDKEHHE aKTUBHOCTH (poTocuHTe3a n/nin Abixanns, 1 SNRK1al
nepeMeIIaeTcs: B SApo, T/Ie OHA yJacTBYET B PETYJISAIMH SKCIPECCUU psifia TeHOB. bpuio
oOHapyxeHo, 4to MupuctomnupoBanne SNRKI1B2 HeraTWBHO peryaupyeT sIEpPHYIO
tpanciaokanuio SNRK1al (Ramon et al., 2019).

CyObenuHuIlbl Y  coAepKaT  4YeThIpe  BHICOKOKOHCEPBATUBHBIX  MOTHBA
nucTatuoHuH-B-cuHTassl  (CBS), KoTopble CHOCOOHBI  CBA3BIBATH  AJICHUHOBBIC
HYKJICOTHIbI. VIMEHHO Y-CyOBEIWHUIIBI SBISIOTCS HSHEPTETHYECKUMHU JATYHUKAMHU Y
komruiekcoB AMPK u SNF1. Pactenuss o6najmaioT aTUNUYHBIMH Y-CyOBEIMHUIIAMH,
KOTOpPbIE, BO3MOYKHO, MPOU3OIILIN OT 3eJIeHbIX Bojopociei (Ramon et al., 2013). Baxno
oTMeTUTh, uT0 SNRK 1y pacrenuii He cmocoOHa KOMIJIEMEHTUPOBATh COOTBETCTBYIOIINE
MyTaHThl SNf4 npoxokeit, a Mmytanuu snrkly y ArabidopsisS He MPUBOAMINA K U3MEHEHHIO
TUIIUYHBIX OTBETOB PACTEHUH Ha cTpecc, KoTopble peryiaupytorcs SnRK1; t.e. SnRK1yy
pacTeHuii QyHKIIMOHUPYET HHaue, ueM TunudHas cyoreaunumna y AMPK/SNF1 kuna3 u B
COOTBETCTBUM C 3THUMH JaHHBIMH OHAa HE BBIABISETCS B cocTaBe Komruiekca SnRK1
(Ramon et al., 2013; Emmanuelle et al., 2015).

B TO xe BpeMs y pacTeHMII TOSABISETCS YHUKAIbHAS THOpUAHAS CyObenuHuIa Py
(SnRK1By), xotopast Bkitouaer B ceOsi N-KOHIIEBOW TJIMKOTCHCBS3BIBAIOIINN JIOMEH
(GBD, glycogen binding domain), o0bI4HO TIpUCYTCTBYIONIMIA B -cyObenuuuiax, u C-
KOHIIEBYIO CYOBEIMHUILY Y, MPEICTaBICHHYIO 4eThipbMs MoTuBaMu CBS (Lumbreras et

al., 2001, Gissot et al., 2006). GBD cyobeaununsl SnRK1By ycuauBaer KuHa3HYIO
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aktuBHOCTH Komiuiekca SnRK 1 (Ruiz-Gayosso et al., 2018). Cyobenunuma y Arabidopsis
CIOCOOHAa KOMIUIEMEHTHPOBATh MYTAHTHI Apoxoked SNf4, ymmieHHble CyOBETUHHIBI Y
(Ramon et al, 2013). Mmenno cyOwbeauHHIa [y CHOCOOCTBYET O0Opa30BaHHIO
dyukmmronansuoro kommiekca SNRK1 (Ramon et al., 2013, Emanuelle et al., 2015).
['omo3uroTHeie HOKayThl TI0 KINfy SIBIAIOTCS JETATbHBIMU, YTO CBHUJICTEIBCTBYET O
BaXHOCTH PETYJIATOpHOM cyObenuuuIls! By mis pactenuit (Ramon et al., 2013, Gao et al.,
2016). Myranuss rena KINfy TpHBOANT K HApPYHICHUIO NPOPACTAHUS NBUIBIBI Ha
MOBEPXHOCTH pBUIbIIA TIECTUKA, 3a cYeT Nae(eKTHOro OuoreHe3a MUTOXOHIPUU U
nepokcrcoM B melIbiie Arabidopsis (Ramon et al., 2013, Gao et al., 2016).

B cocraBe OenkoBoro komiuiekca kuHazbl SNRK1 Arabidopsis o6napyskeHa ere
OllHa yHHUKalbHas cyobeaununa (3. OnHa mpeacTaBisieT co00M YKOPOUCHHYIO [3-
cyObenuHuIly U He nMeeT N-koHieBoi oonactu u qomena GBD (Gissot et al., 2004), Ho
TEeM He MEHee oOHapykuBaeTcs B coctaBe komruiekca SNRK1 (Emanuelle et al., 2015).

OCHOBHBIM aJUIOCTEPUUECKUM PETYIATOpOM opToiorudubix kuHaz SNF1 u AMPK
BeIcTynaeT AM®; ogHako, akTUBHOCTH KnHa3bl SNRK1 pacTenuii perynupyercs riIaBHbIM
oOpa3om caxapodocdaramu, U IpakTHUECKH He peryiaupyercss AM®, uto pe3ko oTiardaer
ee or SNF1 u AMPK npoxokeii u xuBotHbeix (Wurzinger et al., 2018). Baxnas poib
caxapodocdaror B perynsaiun SNRK1, Bo3MokHO, CBs3aHa ¢ TEM, YTO UMEHHO caxapa —
NpOAYKThl (hOTOCHHTE3a - 00ECIEeYMBAIOT MPUTOK PHEPIHMH B META0O0IM3M pPaCTEHUH.
Kpome toro, uurubutopom SNRK1 y pactenuii BeicTymaeT Tperano3o-6-gpocdar (Zhai et

al., 2018).

1.1.2.2. TIoacemeiictBo kuHa3 SnRK2

Cumraetcs, uro reHsl SNRK2 u SNRK3 BO3HHMKIM y pacTeHHUU B pe3ysbTare
OymiauKanuu reHa SnRKlo, mnpu KOTOpOMl OAHA KONHMA TE€Ha I[03Xe MoTepsiia
PeryisTOpHYyI0 00J1acTh, B KOTOpOH pacnoioxkeHbl qjomeHbl UBA u C-koHIIEBOH TOMEH,
OTBETCTBEHHBIN 3a cBsi3bIBaHKe cyOobeaunumil B u y (Helford and Hardy, 1998, Hrabak et
al., 2003, Broeckx et al., 2016). ITockonbky 3Ta 007aCThb KPUTHYCCKH BaXkHa JIJIst
oOpa3oBanus rereporpuMeproro komiuiekca (Kleinow et al., 2000, Broeckx et al., 2016),

to SnRK2 nmeer MoHOMEpHYIO pupoxy U MeHbIne pasmepoM (40 x/la y Arabidopsis),
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gem SnRK1 (58 k/la y Arabidopsis). Ha ocHoBaHuu (pUIoreHeTHYECKOro aHaIN3a KHHA3bI
cemeiictBa SnRK2 Obumn pasmeneHsl Ha TpU TPyHNbBl B 3aBHCHMOCTH OT HX
YyBCTBUTEILHOCTH K ¢uroropmony ABK: B mepByio Tpynmy BXOIAT KWHA3bl, HE
aktuBupyembie ABK, Bo BTopyto rpynmy - ci1abo aKTUBUPYEMbIE WM HE aKTUBUPYEMBbIE
ABK (B 3aBUCHMOCTH OT BUJA PACTEHHUS), B TPETHIO TPYMIYy — CUIBHO aKTUBUPYEMbIE U
3aBucsiue ot ABK. TpeTsst rpynna siBisietcst HanbOonee apeBHen aiis SnRK2 HazemHbIX
pacTeHuil, Toraa Kak nepsas rpymmna - camas coppemennas (Kulik et al., 2011).

Kunasel noncemerictea SnRK2 conepkat Ha N—KOHIIE BRICOKOKOHCEPBATUBHBIM
KUHA3HBIA JIOMEH, a PeryisaTopHblid C-KOHEI| CONEPKUT OCTATKU KUCIBIX aMUHOKHUCIIOT
Glu (rpymma 1) mmm Asp (rpymmsl 2 u 3), a taxke nomens! | u 11 tuma (Yoshida et al., 2006,
Mao et al., 2020). JTomen I, neodxomumerit mis ABK-ne3aBucumoit aktuBanuu SnRK?2
OCMOTHUYECKHUM CTPECCOM, MPHUCYTCTBYET y Bcex kuHa3 cemeirictBa SnRK2. Jlomen II
oTBeuaer Toibko 3a ADBK-3aBucumyro aktuBanuio SnRK2 u  cBsA3bIBaeT
npotenHdocdarazy 2C (PP2C) ABIL1 (Yoshida et al., 2006, Mao et al., 2020). ABK-
He3aBUCUMAsT SnRK?2 Nicotiana tabacum perynmpyercs 00paTUMBIM
dochopunuposanrem SerlS4 u Serl 58 B kunasHoi netie aktuBanuu (Burza et al., 2006).

B niennom SNRK2-x1Ha3b1 BRIONHSIOT ABE Ba)KHbIE (YHKIIUU: OHU CITIOCOOCTBYIOT
pPOCTY pacTeHU B ONTUMAIBHBIX YCIOBHUSX, MHTUOMPYS aKTUBHOCTh kuHa3 SNRKI1, a B
CTPECCOBBIX YCIOBHSX CIIOCOOCTBYIOT aKTHMBallMM TMPOTPaMM YCTOWYMBOCTH K
ocMoTh4ecKkoMy crpeccy u 3acyxe (Belda-Palazon et al., 2020, Fujii et al., 2009, Hasan et
al., 2020, Hayzer et al., 2011, Kobayashi et al., 2004, Zheng et al., 2010). SnRK2-kuna3b1
BBICTYIAIOT MTOCTTPAHCKPHUIIIIMOHHBIMU perynaropamu ctadbmibHocTd MPHK (rpynma 1),
u ABK-3aBucumoro anbrepHaTHBHOTO cruiaiicuura (rpynma 3) (Ma et al., 2020). Kpome
toro, SNRK2-kuHa3el ¢GochopuIupyrOT 3K30pHOOHYKII€a3bl, Y4YacTBYIOIIHE B
o6pazoBannu MukpoPHK, crioco6cTByst oO6paszoBanuio nocieanux (Ma et al., 2020).

B rerome Arabidopsis thaliana o6rapyxeno 10 renoB SNRK2. AHanu3 gecsTepHbIX
mytanToB Arabidopsis (SnRK2.1/4/5/7/8/9/10), a Taxxe derBepubix (SNRK 2.1/4/5/10) u
nstepabix (SNRK 2.1/4/5/9/10) myTanTtoB, moka3zai, uro Bce SNRK2 Ba)KHBI 17151 peakiiuu

pacrenuii Ha ocmotuueckuii crpecc (Fujii et al., 2011). Onmnako, rpymma 1 ABK-
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He3aBUCUMBIX SNRK2-kuHa3 m3ydeHa Xyke, 4eM 3BOIIONHOHHO Oonee npeBHue ABK-
3aBHCHMBIE KHHA3bl, MOCKOJIBKY MOCIEAHHE SBIAIOTCS BaKHEUIIMMHU KOMIIOHEHTaMU
nepenaun curHanoB ABK y pacrenuii. Kunasst SNRK2 rpynmet 2 gochopumupyror psin
OENKOB — TPAHCKPUNIIMOHHBIX (DAKTOPOB, CBS3BIBAIOIIUXCS C MPOMOTOPAMHU TEHOB,
aktuBupyeMbix ABK. OTu jxe KMHa3bl peryIupyroT OTBET pacTEHUH Ha XOJI00BOM cTpecc
(Ma et al., 2020). Ho riaBHbIi myTh Niepeaaun curHasia ot ABK nexxut gepe3 KopoBsIii
KOMIUIEKC, KOTOpbIi BKItoyaeT KuHazy SnRK2 rpymner 3, peuentop ABK -
PYR/PYL/RCAR, u npoteundocdarazy PP2C, a Taxxe paznudHbie TPAaHCKPUTIIIHOHHBIE
dakroper (Ma et al.,, 2020). Korma kopoBslii koMiuiekc cBs3biBaeT ABK, u3 Hero
BbICBOOOXKMaeTcss SNRK2, xotopast aktuBupyetcst aBToochopumupoanrem. Hauboee
XOpoIIo u3ydeHa poib kuHazsl SNRK2.6/0OST1 B peryisiiun paboThl yeThull. B oTBeT Ha
ABK kmnaza SnRK2.6/0OST1 aktuBupyeT OBICTpbIC M MEUICHHBIC AHHOHHBIC KaHAaJIbI
I1a3MajieMMbl KJIETOK YCTBHUII, YTO BBI3BIBAET BBIXOJI AHMOHOB M3 KJIETOK U 3aKPHITHE
ycrbutl. Mumensimu SNRK2.6/0OST1 Beictynatot annonHble kaHaibel SLAC1 u QUACL
(axTuBHpyIOTCS), a Takxke KanueBble KaHaubl KATI (unrubupyrorcs) u HAJIDH-
OKcHUJa3a IUIa3MajieMMEbl, ydacTyromas B Ca?*-A®K 3aBrcHMON mepegade CTPeCCOBBIX
CUTHAJIOB.

Kunazer SNRK2 Bcex Tpex rpymnm UrparT BaXKHYIO pOJib B OTBETE€ PACTCHUU Ha
OMOTHYECKHUE CTpPeCChl U aTaku naroreHoB. SNRK2.8 ydacTByeT B yCTOMYMBOCTU MPOTHB
Pseudomonas syringae (Ma et al., 2020). ¥ Chlamydomonas SnRK2.1 u SnRK2.2
aKTUBHUPYIOTCSI B OTBET HAa HEAOCTATOK CEpbl M HMHAYLHUPYIOT HKCIPECCHIO psia
cootBercTBytonmx reHoB (Davies et al., 1999), a y nmmenunsr SNRK2.4 perynupyer
noromenue ¢pocdopa B orBeT Ha ronoganue mo dpochopy (Wang et al., 2013). B uenom
nojacemeiictBo SNRK2 uHTETpUpyeT OTBETHI pacTeHU Ha aOMOTUYECKHE U OMOTUYECKUE
CTpPECCHI.

Haxkxonen, SNRK2-kuHa3bl UTpatoT BaKHYIO POJIb B PErYJSIIIMUA Pa3BUTHS PACTCHHM.
ABK-3aBucumbie SnRK2 (SnRK2.2, SnRK2.3 u SnRK2.6 y Arabidopsis) y4acTtBytoT B
Pa3BUTHM TPOPOCTKA MPHU BBIXOJIE CEMSH U3 COCTOSHUSA TIIOKOS, NpU 4YEeM OHHU

KOHTPOJIUPYIOT JKCIpeccHuio Oosbmioro koiudectBa reHoB (Nakashima et al., 2009).
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Kunaza SnRK2.6/0ST1 ¢ocdopumupyer tpanckpununonHsiid daktop ABIS, koTopsrit
uaruoupyer tpanckpunimo FLC (Flowering locus C) m Tem cambiM WHIynupyer
serenue B otBeT Ha ABK u B 3aBucumocTu ot miuabsl qus (Dai et al., 2013). Kunasa
SnRK2.2 perymupyer rumporponusm kopHeid, a SNRK2.4 u SnRK2.10 perymupyror
pa3BUTHE KOpHEH, a TaKXKe ApXUTEKTypy KOPHEBOM CHCTEMBI B YCIOBHSX COJIEBOTO
crpecca (Maet al., 2020). [Tockonbky ABK 3amyckaer mporpaMMy cTapeHus: pacTEeHHIA, TO
SNRK2 y4acTBYIOT W B TEpexoje pPacTeHHH K CTapeHHIO, aKTUBHPYS, B YAaCTHOCTH,

SKCIpeccuio renoB-mapkepoB ctapenus SAG12 u ORESARAL (Ma et al., 2020).

1.1.2.3. TIloacemeiicTtBo kuua3 SnRK3

benkn kunaz SNRK3/CIPK na N-koHIIC MMEIOT KOHCEPBATHUBHBIM KHHA3HBIN
nomeH, a Ha C-xonie - nBa koHcepBatuBHBIX qomeHa NAF/FISL u PPl (Halford and
Hardie, 1998; Hrabak et al., 2003). ITocpeactBom momena NAF kunaszber SNRK3/CIPK
MOT'YT CBSI3BIBAThCA C KalbIUMHEBpHH B-nono6ueiM (CBL) Genkom mis ygactus B Ca*?-
OTIOCPEIOBaHHOM peakiny Ha aOMOTUYECKUI CTPECC U HEIOCTATOK MUTATEIBHBIX BEIIECTB
(Sh et al., 1999, Halfter et al., 2000, Liu et al., 2000, Xu et al., 2006, Li et al., 2006, Ho et
al., 2009, Steinhorst and Kudla, 2013, Edel and Kudla, 2015, Tang et al., 2015). D10
NPOUCXOIUT 3a CYET OCIA0JICHWS aBTOMHTMOWPOBAHUS IMYTEM OTHEICHHUS KHHA3HOTO
noMeHa oOT C-KOHIIEBOTO pPETYNATOPHOTO JOMEHa, KOTOPBIH JEHCTBYeT Kak
IICEBJOCYOCTpAT M BBIMONHICT (PYHKIMIO aBTOMHruompytomero nomena (Weinl, Kudla
2009). CMmexHBII TOMEH - MOTUB B3auMozeicTBus nporenHdpocdarassr (PPI) - oTBewaer
3a B3aumojeiictBue ¢ mporenHpocdarazoir 2C (Weinl and Kudla 2009). CIPK
B3aumoeiictryet ¢ 6enkamu CBL u CSL (cellulose synthase-like), o6pasys kanbiueBsbrit
CUTHAJIBHBIN KoMIutiekc. ['enom Arabidopsis komupyet 26 npeanosnaraemeix 6enko CIPK
u 10 6enkoB CBL. CIPK nanpsimyio B3aumoneictByior ¢ CBL, mpuuem kaxapiii CBL
B3aUMOJICNCTBYEeT C omnpeneneHHbiM noaMmHoxkectBom CIPK, wu kaxmas CIPK
B3anMojIelicTBYeT ¢ oaHuM min Heckonbkumu CBL (Gong et al.,2004, Luan, 2009, Weinl
and Kudla, 2009). Kunaza SnRK3/CIPK SOS2 (Salt Overly Sensitive 2) nautonee
XOpOIIIO HCCJEJ0BaHA, TaK KaK OHA SIBIISIETCS OCHOBHBIM YYaCTHHKOM CHUTHAIBHOTO

Kackamga cojeBoro crpecca (Imamura et al., 2008). SOS2 B3ammoneiictByer ¢ SOS3,
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mupucTonarnpoBaHHbiM CBL-6emkoM, KOTOpBI BBICTYNAET B KadecTBE CEHCOpa pocTa
koHnentpanuu Ca*? B 1MTO301€ MOJ BO3IEHCTBHEM COJEBOTO CTpecca. YBelHdYeHHUE
koHIeHTpanuu uoHoB Ca*? mpusomur k m3MeHenmto kondopmaruu SOS3 um SOS3-
MO00HBIX OEJIKOB M aKTUBAIMK B3auMoaercTByomux ¢ HUMH SOS2 n SOS2-mom006HbIX
nporenHkruHa3. CIPK u xanpumaeBpuH B-mogo6nsie 6enku (CBL) urpaiot BaxxHyO pojib

B pPEaKIUAX pacTeHUH Takke Ha 3acyxy, xoyona, ABK u usmenenus pH (Coello et al.,2011,

Gong et al.,2004, Hrabak et al., 2003, Luan, 20096 Guo et al., 2002, Pandey et al., 2004).

1.2.  Poab kunazHbix koMmiiekcoB TOR u SnRK1 B pa3Butuu u Mmeradosimsme
pacTeHHii B 0JIAarONPUATHBIX M CTPECCOBBIX YCJI0BHAX.

Kunaser TOR (target of rapamycin) m SnRK1 (Snfl-related protein kinase 1)
PETYJIUPYIOT TEPEKIIOUCHHE MEKIY aHAO0OJMYECKUMU W KaTaOOJMYECKUMHU MYyTSIMHU
MeTabonu3Ma pacrenuii (Baena-Gonzalez et al.,, 2007, Caldana et al., 2019).
IIpodunuposanne renoma Arabidopsis m apyrux pacrenmii mokasamo, uro TORCI,
AKTUBUPYET JKCIPECCHIO T'€HOB, YYaCTBYIOIIUX B MYTAX CHHTe3a (KJICTOYHBIM IIHKII,
MOTUGUKAIUSA KICTOYHOW CTEHKH, TPAHCIIOPT M ACCUMIJIAIUS TMHUTATEIBHBIX BEIIECTB,
(doTOoCHHTE3), M TIOJABJISICT DKCIPECCUIO TEHOB, CBS3aHHBIX C KaTaOOJIUYCCKHUMHU Ty TSIMHU
(crapenme, aBTodarus, nerpamamnus Oenka, JUMHUIHBIA OOMEH), a TaKXe BBI3BIBACT
U3MCHCHHS YPOBHSI JKCIPECCHH T'€HOB, YYacCTBYIOIIMX B METa0O0JIM3ME TOPMOHOB,
nepeaye CUTHAJIOB, CTPECCOBBIX pEakIUsAX M MOoAyisiiuu xpomaruHa (Moreau et al.,
2012, Renetal., 2012, Caldanaetal., 2013, Xiong et al., 2013, Forzani et al., 2019, Scarpin
et al., 2020, Fu et al., 2021). Hanpotus, kuHa3za SnRK1 akTtuBHpyeTcsi B YCIIOBUSX,
CBSI3aHHBIX C HU3KUM YPOBHEM CaxapOB/IPHEPTUU B KJIETKE, U CIIOCOOCTBYET pean3aIiuu
CTpaTeruii SHeprocOepexeHus W PeMOOUIIM3AIMU TUTATEIBHBIX BEIIECTB, IyTEM
uHruOupoBanuss akTUBHOCTH TOR W akTHBamMM TeX KaTaOOIMUYECKUX IMPOIECCOB,
KoTopeie ObuTh moaBieHsl TOR-kuHA30#, B ToM uncne aBrodaruu (Baena-Gonzalez et
al., 2007, 2008, 2017). ABTodarusi TeCHO CBsi3aHA C META0OJIMUYECKUM CTATYCOM KJICTOK,
KOTOPBIN PEryaupyeTcs CHUTHAJbHBIMA W CCHCOPHBIMH MEXaHM3MaMH CaxapoB H/WIIH
JIPYTHX MOJICKYJI, YTO IO3BOJISICT paccMaTpHBaTh aBTO(aruio Kak Mapkep crpecca y

pactenuii. Kpome peryssiiuu crpeccoBblX OTBETOB, knuHaza SnRK1 urpaer BaxxHyro poiib
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U B TIOJ/IEp>KaHUU TOMEOCTa3a Ha pa3HbIX 3Tanax pa3Burtus pactenuii (Peixoto and Baena-
Gonzalez, 2022). SnRK1 crocoOcTByeT nojaepKaHUIo ONTUMAIBHOTO YPOBHS Caxapo3bl,
HE0OXO0IMMOM JJ1 pocTa ¥ MPaBUIIBHOTO PAa3BUTHS, PETYJINPYsI HEHTPAJIbHBIM META00IN3M
nyTeM Kak mpsmoro QocopunupoBaHus (pepMEHTOB, TaK U KOHTpOJS 3a

TPaHCKPHUIIIIMOHHON aKTHBHOCThIO MHOKecTBa reHoB (Peixoto and Baena-Gonzalez,

2022).

1.2.1. Poab kuna3pl TOR B peryasinuu pa3BuTHsI pacTeHH

Kunaza TOR kputudecku BakHa sl TOJACP>KaHUS PA3IUYHBIX ACIEKTOB
dbopMupOBaHUS PACTEHUH B OJIATONMPHUATHBIX YCIOBHUSX Ha MPOTSHKEHUH BCETO TEpHOA
xu3HU pactenuss. TORC1 crnocoOcTByeT mponudepai U pocTy KIETOK U MPOTEKaHUIO
aHaOOIMUeCKNX peakluid, BO3JIEHUCTBYS Ha TPAHCIALMIO OENKOB, OMOTeHe3 pubocoM,
crabmipHOCTh MPHK, aBTodaruro, Tpanckpumuio u kiaerounsiid ik (Rodland et al.,
2014, Li et al., 2017, Artins, Caldana, 2022, Gonzalez and Rallis, 2017, Forzani et al.,
2019, Scarpin et al., 2020, Fu et al., 2021).

HoxayTsl tor netanbHbl yke Ha paHHEW CTaauu. DHJOCIIEPM Ha dTAle CUHIUTHUS Y
TaKMX MYTAHTOB apabujorncuca TepseT 10 75% siaep v kieTounoi nudepeHnnpoBKy He
npoucxoaut (Menand et al., 2002). 3apoapiiy moru0aT Ha CTaIUM JepMaTOreHa, e
MPOUCXOIUT MOJIABJIEHUE POCTA KIJIETOK MMyTEeM MHIMOUPOBAHUS MEXaHU3MOB TPAHCISUU
u pepmentoB, Takux kak kak CELLULASE SYNTHASE 6 (CESA6) u EXPANSIN Bl
(EXPB1), Momuduupyronux KieTounyto creHky (Xiong et al., 2013).

TOR sBiIIETCS KIIFOYEBBIM 3BEHOM B CETH IIEPEJAUYM CUTHAIOB OKPYKAIOLIEN Cpe/Ibl
B npopacrarorniue cemeHa (Xiong et al., 2013). I'moko3a aktuBupyet TOR u, uepes TOR,
MIUPOKHI HAOOP F€HOB, YYACTBYIOIIMX B KIIETOUHOM ITUKJIE U aHAOOJIUYECKHX Mpolieccax,
IS Iepexo1a oT rerepoTpodHoro K poToaBTOTpoPHOMY pOCTY MpOopocTKoB (Xiong et al.,
2013). ns myrtanToB raptorl xapakTepHbl 3ajepKKa B MPOPACTaHUU CEMSH U HU3Kas
ctpeccoyctoiiunBocTh (Salem et al., 2017), a Takxe yBenudyenue coaepxkanus ABK u
’KaCMOHATOB, KOTOPBIC TIOAABIISIOT MpopacTanue ceMsH (Xiong et al., 2013).

Jlnst obecrieueHus: CBOEBPEMEHHOM JAEITHOISIIUHN IPOPOCTKOB MIPU UX TEPEXO0JIE OT

noja3emMHoro mnpopactanus kK cBery TOR MokeT CBsS3bIBaTh YpPOBHU OCBELIEHHOCTH M
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ayKCHMHa 4Yepe3 IEeHTpalbHBIA pemnpeccop (otomopdoreneza cemsan — E3-
youksutunianrazy CONSTITUTIVELY PHOTOMORPHOGENIC 1 (COP1), a takxe
pubocomanbhyto kuHazy RPS6K u aktuBupyembie aykcuHom mainbie ['Tdaser ROP2
(Chen et al., 2018, Schepetilnikov et al., 2017). Maruouposanne aktuHoctd TOR y
IIPOPOCTKOB MIPUBOIHUT K YMEHbIIIEHHIO Yrcia xyoporutactos (Li et al., 2015, Xiong et al.,
2017). Pubocomanphas kuHaza S6K sBisiercs munienbto pocopunupoBanus TOR; ona
peryiaupyetr CuHTe3 Oejlka Ha pubocoMax M CIOCOOCTBYET Pa3BUTHUIO XJIOPOILJIACTOB U
pocty mpopoctkoB (Shi et al., 2018).

Y  4-5-nueBHbIX mpopocTKoB apabuporncuca AtTOR aktuBupyer S-da3zy
KJICTOYHOT O IIKJIa B alTMKAIBHBIX MEpHCTEMax modera U KOpHs yepes GpochopruinpoBanme
TpaHCKPUMIMOHHBIX (hakTopoB cemeiictBa E2F (Xiong et al., 2013, Li et al., 2017,
Somssich et al., 2016). Emie oxnoii mumensio AtTOR siBisercs kunaza Y AK1, kotopas
uHaynupyer skcnpeccuto reHoB SIAMESE RELATED, kotopeie, B CBOIO oOdepelb,
MOJIaBIISIIOT JKCIPECCHIO T'€HOB IUKIWH-3aBUCUMbIX KuHa3 CDK, uro mnpuBoautr
b depeHIIMpOBKE B MEPUCTEMATUYECKOM 30HE anMKalbHOU MepucTeMbl KOpHs (Barrada
et al., 2019). Takum o6pazom, unruoupoBanre AtTOR YAKI1-kuHa3bl criocoOCTByeET
pocty u nponudepanuu, canmas pernpeccuro CDK (Barrada et al., 2019).

AtTOR yuacTByeT B perynsiuu pa3mepa KJIeTOK U JUCTheB pacTeHuil (Xiong and
Sheen, 2012). Uurubuposanue TOR mpenoTBpamaer 00pa3zoBaHue 3a4aTKOB JIUCTHEB Y
10-nueBHBIX pactenuii Arabidopsis (Mohammed et al., 2018), a y myrantoB Ist8-1
HaOrofaeTcs ycuieHHoe BerBieHHe moOeroB (Moreau et al., 2012). Hamportus,
ceepxokcnpeccuss AtTOR mnpuBoaMT K TONYyY4EHHIO pacTeHUM ¢ Oojee KPYMHBIMU
cemenamu u nucthsmu (Deprost et al., 2007, Ahn et al., 2015).

N30b1TouHas win Hu3Kas akTUBHOCTh TORC NMpUBOMUT K U3MECHEHHIO BPEMCHH
[[BETCHUS W AaHOMAJILHOMY pa3BUTHIO PEHNPOAYKTUBHBIX OPTaHOB M  TKaHEH.
Nurnduposanne aktuBHOCTH AtTOR y myranToB raptorl u Ist8-1 npuBoaut k 3aaepxke
nsetenus (Anderson et al., 2005, Deprost et al., 2007, Moreau et al., 2012), a u30biTouHas
sxcpeccust TOR mpuBoaut k pannemy 1sereHuio (Ren et al., 2012, Ahn et al., 2015).

MyTanT raptorl umeer crepuibHbie BeTKH (Anderson et al., 2005), a mytanT Ist8-1 umeet
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AHOMAQJIBHO pa3BUThIE OyTOHBI, IMBETKH 0€3 JIENEeCTKOB M MEJKHE COIBETHUS C
a0OpTUPOBAHHBIMU CEMEHaMU TocJie ortoaoTBopenus (Moreau et al., 2012).

3aKIIOUUTENbHON CTaueil pa3BUTHUS PACTEHHM SBIIETCA CTapeHHUE, KOTOPOE
UHIYIHPYETCS U PETyIUpyeTCs TeHaMH, CBsI3aHHBIMHU co ctapenuem (SAG) (Lim et al.,
2007, Woo et al., 2019). Uarubupoanne aktuBHOCTH TOR HHIYIMPYET 3KCIPECCHIO
reHoB SAG. DeHOTUITBI paHHETO CTapEHUS JIMCTHEB HAOIOJAIOTCS B MyTAHTHBIX JTMHHSIX
Ist8-1 nim RNAI-TAP46 (Tap46 - perynstopHas cyosenuamna nporenadocdaraszsr PP2A,
KOTOpasi IEUCTBYET KakK MOJOKUTEIbHBIN 3¢ dexTop nepeaauun curiaioB TOR) (Anderson
et al., 2005, Deprost et al., 2007, Ahn et al., 2011). Ceepxakcnpeccuss TOR y Arabidopsis
NPUBOANT K YCKOPEHHOMY CTApEHHUIO JHCTHEB M COKPAMICHHIO MPOAOKUTEIBHOCTH
YKU3HH, YTO CBSI3aHO C M30BITOYHBIM MOTPEeOIeHUEM dHEPTUM U OBICTphIM pocToM (Ren et
al., 2011, 2012).

Takxum oOpa3zom, kuHa3HbIN KoMIieke TOR urpaer kpuTHuuecku BaxHYIO POJb Ha
BCEX JTalax pocTa M Pa3BUTHUSl PACTCHUM, a €ro BPEMEHHOE MOJaBJeHHE MPUBOIUT K

OTUYCTJIMBBIMHU q)CHOTI/IHI/I‘-IGCKI/IMI/I MMPOABJIICHUAMMU.

1.2.2. TOR u ¢poTocunres

Kak y»xe yka3bpIBaoCh BbIIlI€, OCHOBHBIMU MoayisTopamu aktuBHOcTH TORCI y
pacTeHwii SBISIFOTCS ayKCHH, cBeT U rirroko3a (Artins and Caldana, 2022). Poct pacrenwmii
CUJIBHO 3aBHCHT OT KOJMYECTBAa M KauecTBa Iajaromiero ceera. Y Arabidopsis nanbHuii
KpacHbIW U CUHUH CBET NpUBOAUT K onocpenoBanHoid COP1 u aykcunom aktuBanuu TOR
u pochopunupoBanuio prubocomanbHoil KuHa3bl SO6K, ycunuBas TpaHcinauuio Oenka B
JNEITHONUPYIOUIUXCST MPOPOCTKAX U CHOCOOCTBYSI UX mepexony K (HoToMOpporeHHomy
pazsutuio (Chen et al., 2018). TOR urpaet BakHy0 pOJib B peryJisiiuu ¢oToMopdoreHesa,
B TOM uuciie no3enenenus miactun (Shi et al., 2018). Uurubuposanue TORC1 npuBoaut
K 3aJIep)KKEe pocTa KOpPHEH B CBETOBOHM MEPUOJ, YTO YKa3bIBA€T HA POJIb KHHA3HOTO
komiiekca TOR B pyHkimonupoBanuu nupkaaabix yacos (Zhang et al., 2019, da Silva et
al., 2021, Urrea-Castellanos et al., 2022). Camxenune skcnpeccun TOR (Caldana et al.,
2013) wiu orcyrctBue RAPTOR1b (Moreau et al., 2012, Salem et al., 2018) npuBoaut k

HAKOINUICHUIO KpaxMaJida, KOTOPOC COIIPOBOKAAJIOCH HAKOIIJICHUCM TPUALIWJITIIUICPUIOB U
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CHIDKEHHEM YpPOBHS caxapo3bl, HCIIONb3yeMoi st anabonuueckux mpoueccos (Caldana
etal., 2013, Salem et al., 2018).

Ha Chlamydomonas moka3aHo, 4To MHTHOMpPOBAaHME IEpeIadyd CHTHAJIOB Yepes
TORC1 npuBoguT K TOPMOKEHHIO (DOTOCHHTE3a Yepe3 PETYISINI0 CBETOBBIX PEaKIUi
(Cousoetal., 2021, Ford et al., 2019). Uurubuposanue TOR NpHBOIUT K HU3KOMY ITOTOKY
anekTpoHOoB uyepe3 DCII, uro cBA3aHO C yMEHBUIEHHBIM Pa3MEpOM IJIACTOXMHOHOBOIO
nyja U CHWKCHHEM JIMHEHHOTO SJEKTPOHHOTO TPAHCIOPTa, a TaKKE C yBEIMYCHHUEM
IUKJIMYECKOTO TPAHCIIOPTa 3JeKTpoHOB 1 cuHTe3a AT® (Ford et al., 2019, Upadhyaya and
Rao, 2019). Kpome toro, unrubupoanue TOR BbI3bIBacT M3MeHEHHs B MOPQOIOTUU
XJIOPOTIIACTOB, YBEJIIMYCHHE ¢bparmeHTanIAN MUTOXOHPHUH, YCUJICHHE
HE(POTOXUMHUIECKOTO TYIICHUS U MUTOXOHIPHUATHHOTO JIBIXaHUS, YTO CBHICTEIHCTBYET O
toM, uTo TOR Heobxomuma aisa noaaepxkanus GyHKIHN XJIOPOIUIACTOB U MUTOXOHAPUMA
B Chlamydomonas reinhardtii (Upadhyaya and Rao, 2019). ¥ Arabidopsis TORC1
UHAYUHUPYET OKCIPECCHIO0 XJIOPOIUIACTHBIX W (OTOCHHTETUYECKUX TEHOB, a €ro
WHrUOMpOBaHKWE TPUBOIUT K yMEHBIICHUIO KojmdecTBa XjoporuiactoB (Dong et al.,
2015).

CBet crocoOCTBYeT aCCUMWISIIMK YTJIepoJia B pe3yibTare (OTOCHHTE3a B LIUKIIC
KansBuna-beHncona. bonbiias yacTe caxapoB TPAaHCHOPTUPYETCSA K KOPHSIM U MOJIOJBIM
JUCTBM IS TIOJIep KaHus uX pocta u passutus (Smith and Stitt, 2007, Sulpice et al.,
2014). TOR, crocoOCTBYSI TPAHCISIIIUKA PUOOCOMATBHBIX OEJKOB, BBIMOIHACT (DYHKIHEO
KIFOUEBOTO peryisitopa B mnpeoOpa3oBaHud  (POTOACCHMHIIATOB B  CTPYKTYpPHBIE
komrnoHeHThl kietku (Schepetilnikov et al., 2018, Scarpin et al., 2022). V
mukpoBogopociin C. reinhardtii 6si10 oOHapyxkeHo, uto ¢ukcamus CO2 peryiaupyer
nepenauy curanoB TOR mocpencTBoM cuHTe3a KiroueBbix amuHokuciiot (Mallen-Ponce
et al., 2022). Y npopoctkoB Arabidopsis uaruouposanne TOR npuBoanio kK K3MEHEHHUIO
IKCIPECCUH MHOXECTBAa I'€HOB, ydacTBymIuX B ¢orocuntese (Dong et al., 2015). B
3penbix JHCThiIX pactenuit Arabidopsis TOR ydacTByeT B peryisnuu Iia3mMojiecMm, H,
TakKUM 00pa3zoM, JKcrmopTa (OTOCHHTATOB M3 JIMCTa M WX PACHPEIEICHUS MEKIY

noHopubiMu opranamu (Brunkard et al., 2020).
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1.2.3. Poab SnRK1 B oHTOreHe3e pacTeHuid

Hapsny ¢ TORCI1, SnRKI1 saBasercss ki04eBOW KHHA30HM, pEryJUpYIONICH
MeTaboMu3M M pa3BUTHE Ha Jrtane (opMmupoBaHuu mnpopoctka. Y Arabidopsis
3aIacaroliiMy BEIIECTBAMH CEMSH SIBIISTIOTCS JIMIMUJBI, KOTOPBIE XPAHSATCS B MACIISTHBIX
Tenpliax B Buae TpuarmiraunepuHoB (TAIY) m pacmemisitorcss 10 JKUPHBIX KHCIOT H
rnurepuna (Graham, 2008, Li-Beisson et al., 2013). Ouu UCHOIB3YIOTCS B KadeCTBE
cyOcTpaToB JUisi TJIOKOHEOTEHEe3a, MOAJEpKUBasi TeTepOoTPOPHBIA HHEPTreTUUECKUI
merabommsm (Baker et al.,, 2006). SnRK1 perymupyer ren PMDH2, xomupyromuii
depmenT ans perenepanuu HAJL' st mognepskku B-oxucnenus, 1 PCK1, koaupyrormii
€IMHCTBEHHBIN (DEPMEHT, KOTOpBIM OOecrneynMBacT BXOJ TUKAPOOHOBBIX KHUCIOT —
npoayktoB okucieHuss TAI' B rmiokoneorene3. Takum oOpa3zom, SnRK1 ympanser
mobuusanueit 3amacoB TAI™ (Henninger et al., 2022).

Ha pamHmx »STamax pa3BUTHS MPOPOCTKOB aMHUHOKHCIOTHI 00pa3yroTcs B
pe3ynbTare JAerpajalliid 3amacHbIX OenkoB. Y myrtaHTa snrklal/o2 Ha TpPeTbU CYTKU
npopacTanusi OOHApPY)KEHO CHIDKEHHE KOHIEHTPAllMd aMUHOKHUCIOT. TpaHCKPHUMIIUS
TCHOB, CBSI3aHHBIX C MeTa00JIM3MOM OOJBIIMHCTBA AMHHOKHCIIOT, 3HAYUTEIHHO
MOJIaBIIsACTCA Y MYTaHTOB snrklol/o2, 4TO0 CBUAETENLCTBYET O BakHOH poiau SnRK1 B
peryisiuu MeTaboar3Ma aMUHOKHCIIOT Ha HadalbHBIX 3Tanmax pocta (Henninger et al.,
2022). Kpome toro, SnRK1 Bimser Ha SKCIpPECCHUI0 TEHOB KaK B 3THOJUPOBAHHBIX
MPOPOCTKAX, TaK U BO BpeMs (HoTOMOpQoreHesa, MOCKOIbKY Mepexo]l K aBTOTPOPHOMY
o0pa3y JKU3HU TPHUBOAWT K MACCOBOMY TPAHCKPUIIIMOHHOMY PETMpPOTrpaMMHUPOBAHUIO
(Xiong et al., 2013, Silva et al., 2016, Pedrotti et al., 2018).

Pactenus mocne mepexoaa K aBTOTpO(HH TMOIy4ArOT SHEPTUIO B BUJAE Caxapos,
0o0pa3oBaHHBIX B mpolecce (HOTOCHMHTE3a, KOTOPHIE MPEBPAIIAIOTCS B HCHOIB3YyEMYIO
kieTkol popmy — AT - OGnarogaps KaTabOJIUUYECKUM IpolieccaM, B MIEPBYIO OUepeib, B
X0JI¢ MUTOXOHJPUAIBHOTO IbixaHus. KpoMe Toro, caxapa WTparOT pojb CUTHAJIbHBIX
MOJICKYJI B OTBET Ha K3MCHEHUS BHYTPCHHUX M BHEIIHUX ycnoBuid (Smeekens et al., 2010,
Figueroa and Lunn, 2016, Sakr et al.,, 2018). I[lpu nedurnure sHeprum SnRKI

BOCCTaHaBJIMBACT 3HepFeTI/I‘leCKHﬁ TroMe€oCTa3, BKJIKOYasia KaTa0OJIMYeCKUe myTH
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npoun3BoacTBa AT® (rmuKoaN3 1 OKUCIEHUE KUPHBIX KUCIIOT), OAHOBPEMEHHO OTKIIIOYast
OnocuHTEeTHYeCKHEe Mporecchl, norpedsstomme ATD (Baena-Gonzalez et al., 2007).
SNRK1 dochopunupyer 1 H”HAKTUBUPYET KIIIOUEBBIE (PePMEHTH OMOCHHTE3a caxapo3bl —
caxapo3odocdaTcuHTasy; MeTaboiuM3Ma Tperajo3bl - Tperago3o-6-pocharcunTasy;
pacrpeeneHus yrieposa - ppykro30-6- ¢pocdar-2-kuHazy/Pppykro30-2,6-6ucdocdarasy;
ACCUMWJISIIIAM a30Ta — HUTpATPeAyKTazy, OMOCHHTE3a WM30MPEHOHIIOB - 3-THIPOKCH-3-
metriarnytapuwi-KoA-penykrasy (Dale et al., 1995, Robertlee et al., 2017, Sudgen et al.,
1999, Cho et al., 2016), uro ObLIO OATBEPXKACHO MO3AHEE HOCHOIPOTEOMHBIM aHATH3OM
Ha myTtanTax SnRK1a (Cho et al., 2016, Nukarinen et al., 2016).

Ha Zea mays nokazano, uro SnRK1 perynupyer accuMuisiuio yriepoaa u a3zora
B0 Bpems passutus cemstH (Li et al., 2020). ITonasienne rena PKINL, koxupyroriero ogny
uzopopmy SnRKlo B kapTodene, BbI3BIBaeT CHW)XXKEHHE OJKcmpeccnmn TeHa SUS4
caxapo3ocunTassl (SUSY), koTopas urpaer eHTpaIbHYIO POJib B METa0OJIU3ME Caxapo3bl,
U CHW)KCHHE €€ aKTUBHOCTH Ha 65% B xiyOnsx (Purcell et al., 1998). Ceepxakcmnpeccus
PKIN1 npuBoauT k yBenuuenuto yposHeit sxcripeccurt SUS4 u aktuBHocTH SUSY Ha 20—
60% (McKibbin et al., 2006). MHo»xecTBO HCCIICOBaHHN TTOATBEPIANINA TEOPUIO O TOM,
yTo SnRK1 MOXeT ycuinmBarh «akUENTOPHYIO CHIIY» OPraHOB U TKaHEH, CTUMYJIHUPYS
norpebienue B HUX caxaposbl (Wang et al., 2019, Liang et al., 2021).

SnRK1 TecHo cBsizaHa ¢ MeTabOIM3MOM Kpaxmaia U KpUTHYECKH He0OXoauma Jist
MOOWJIM3alY 3amacoB KpaxMaia U3 CeMsiH, TOCKOJIBKY TOJ €¢ KOHTPOJEM HaXOIHUTCS
skcnpeccus reHoB ammitas (Laurie etal., 2003, Lu etal., 2007). C apyroii croponsi, SnRK1
CrocoOCTBYeT CHHTE3y Kpaxmaja 3a cueT ycwieHus akTuBHocTH AJ[P-Tmoko3030-
nupodochopunazer (Wang et al., 2017, Liang et al., 2021) u noBbIlIeHNsT aKTUBHOCTH
kpaxmancunTtasel (Ren et al., 2019, Liang et al., 2021). [Ipu 3ToM cuHTe3 Kpaxmaia
CTHUMYJIUPYETCSl B JIUCTHSIX M PACTYIIMX OpraHax M TKAaHAX, MOTPEOISIONINX caxapo3y, a
Jerpafanysi Kpaxmajia YCHJIMBAETCS Ha JTale pOCTa, 3aBUCAIIETO OT PEMOOMIH3AIUU
3allaceHHOM PHEPruu (MPopacTaoue CeMeHa, KITyOHH).

Opnnoil u3 BaxHenmux rpynn MumeHed SnRK1 gBisroTcs TpaHCKpUIIIMOHHBIE

daktopel bZIP. ¥V pactenuit Oenmox bZIP63 smnsercs mpsimoit mumienpto SnRK1 B
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ycnoBusix aedunmra sHeprun (Mair et al., 2015). Kpome Toro, bZIP1, bZIP11 wim bZIP53
YYacTBYIOT B Iepeladye CUTHajJa 00 M3MEHEHHWU YPOBHS CaXapoOB M aMUHOKHUCIOT IIPH
coJIeBOM M TeMHOBOM cTpeccax (Hanson et al., 2008, Alonso et al., 2009, Weltmeier et al.,
2009, Dietrich et al., 2011, Hartmann et al., 2015). ¥ myranToB 1mo bzip63 B yCIOBHIX
HEJ0CTaTKa SHEPTUU 3HAYUTEIIHLHO BO3pacTaja KOHIEHTpAlUs [IUTpaTa, 2-0KCoriyTapara
U MajaTa, KOTOpBIE SBISIOTCS MPOMEXKYTOYHBIMH Tpoaykramu nukiaa KpeOca, 9to
YKa3blBa€T HAa BaxHYI0 poib bZIP63 B koopauHamuu cyOKJIETOYHOro MeTabonu3ma
(Facchinelli and Weber, 2011).

CrapeHue JIUCTbEB CBSI3aHO C COJEpKAHMEM ayKCHMHA M OMOCHHTE30M ATHIICHA,
(Igbal et al., 2017), a curnanpHbii myTh 3THIIEH-EIN3 Urpaer BakxHyr pojib B peryJisiiu
nporpeccupoBanus crapenus. SnRK 1o wanpsmyio gocpopunupyet u nogasnser EIN3,
4TO MPHUBOIMT K CHIKCHUIO CKOpocTH crapeHus muctheB (Kim et al., 2017). Kpome Toro,
MOKA3aHO, YTO JKCIpeccHus T'eHoB, cBs3aHHbIX co crapenneM SENESCENCEL (SENL,
At4g35770) u SENESCENCE-ASSOCIATED GENE12 (SAG12, At5g45890) monaBmusieTcst
SnRK1 (Cho et al., 2012).

1.2.4. SNRK1 u ¢doTocunres

[Tockonbky ocHoBHBIMU perynstopamu SNRK1 BeicTynmaroT caxapodocdarsl, TO
akTUBHOCTh SNRK1 Hampsimyto cBs3aHa ¢ (OTOCMHTETHYECKHMM MeTabonu3sMoMm. Y
Arabidopsis skcnpeccuss KIN10 akTuBupyeTcst o0OpaOOTKOW pacTeHUil TepOUIHIOM
DCMU, xoTopslii 6;10KupyeT TpaHcHopT 31eKTpoHoB B nipenenax OCII, uto npuBoauT K
nehUIMTY SHEPTUHU 3a cueT MHruoupoBanus porocuntesa (Baena Gonzalez et al., 2007).
MHorue poTocUHTETHYECKHUE TeHbl PETYIUPYIOTCS TPAHCKPUIILIMOHHO B 3aBUCUMOCTH OT
aktuBHOCTH SnRK 1 (Zhang et al., 2009).

[TokazaHo, 4TO PK30TCHHBIE caxapa MOTYT MOJACPKUBATH IUPKATHBIE PUTMBI B
orcyrctBue cBeta (Haydon et al., 2013). Caxaposa crabunmusupyer 6enok GIGANTEA
(GI), nerpamamus koroporo 3aBucut ot Oeika F-box ZEITLUPE (ZTL) u HeraruBHOTO
perynstopa nepenaun curHanoB sTuieHa CONSTITUTIVE TRIPLE RESPONSEI]
(CTR1). DOTuneH cokpamaeT HHUPKAIHBIA TEpUoJl, YTO OOYCIIOBIEHO COBMECTHBIM

neiictBueM caxapo3sl u GI (Haydon et al., 2017). Y wmyrtaHTOB apabumorncuca
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ceepxakcnpeccust KIN10 3anmepxkuBaer muk skcnpeccnn Gl u yqmmMHSET HUpPKaTHBINA
nepuos, ocobeHHO B ycioBusx ocBemienus (Shin et al., 2017). ¥ wmyranroB etrl,
HEYYBCTBHUTEIBHBIX K 3TUJIEHY, CHIXKaeTcs akTuBHOCTH DCII, uTo nmpuBoaut k nedumnury
sHepruu, moBbiieHnI0 ypoBHA d3kcrpeccud KIN10 u momaBneHMio WHIyIUPYEMOTO
STHJICHOM pOCTa FMImoKoTHIIsA Ha cBety (Kim et al., 2017).

TpaHCcKpUNITOMHBINM aHAMU3 pacTeHUi Prunus persica co cBepxdKcIpeccuen
SnRK1lo mokazan 3HauuTeNbHbIE HM3MEHEHMsSI B 3Kcrnpeccun reHoB cemeiictBa NF-Y,
KOTOpBIC UTPAIOT BAXKHYIO POJIb B PETYJISIIIMU XJIOpoIuacToB u potocunTesa (Liang et al.,
2021). B pacrenusx co cepxakcmpeccueit PpSnRKIa conepxkanue xiopodumia ObUio
BBIIIIE, YEM B PACTEHUSIX JUKOTO TUIIA, YTO CBA3AHO C M3MEHEHUSMHU YPOBHS SKCIIPECCHH
TpaHckpunuoHHbIX peryistopoB PHYTOCHROME-INTERACTING FACTOR (PIF)3
u PIF1 (Liang et al., 2021). Kpome Toro, B yCJIOBHSAX CBETOBOIO CTpecca CKOPOCTH
dboTocunTe3a y cBepXIKCcIpeccopoB PpSnRK 1o Obliia 3HAUUTEIHHO BBIIIE, YEM Y pACTEHUHN
mukoro tuna (Liang et al., 2021).

SnRK1 mokeT oka3piBaTh HEMmpsiMOe BIUSHUE HAa (OTOCHHTE3 Uepe3 PEryJIsiuio
dbopMHUpOBaHUS YCTBHIl: TaK, YPOBEHb YCTHBHYHOTO HWHICKCAa 3aBUCUT OT AKTHBHOCTH
SnRK1. Bricokas konnentpanus KIN10 B siagpe Heooxoauma it hochopuirnpoBaHus U
crabunuzannu SPEECHLESS, rimaBaoro perynsitopa popMUpoBaHus yCTHHII, TEM CAMBIM
crocoOcTByst passutuio yereuil (Han et al, 2020). DTtu gaHHBIC MMO3BOJISIOT
NPETNOJI0XKUTh, YTO HE TOJBKO AKTUBHOCTH (POTOCHHTETHYECKOTO armmapara MOKET
BIusATh Ha pabory kuHa3el SnRKI1, #HO wm SnRK1 cmnocobna perymupoBaTh

(hOTOCHHTETHYECKUI METaOOTH3M.

1.2.5. Bzaumopgeiicreue kumHa3 TOR, SnRK1 u SnRK2 y pacrenmii B
0JIaronpusITHBIX U CTPECCOBBIX YCIOBHAX

B GnaronpusiTHBIX YCIOBHSIX B OTCYTCTBHE cTpecca kuHaza SNRK2 pekpytupyet
oenku SNRK1 B pemnpeccopHble KOMIUIEKCHI, B COCTaB KOTOPBIX TaKKe BXOIUT
nporenHdocdaraza 2C (PP2C). B orcyrctBue PP2C SnRK1 u SnRK2 nHe cnocoOHbI
B3aUMOJICHCTBOBATH APYT C ApyroMm. B cocraBe Takux xomrmiekcoB SNRK1 cranoButcs

HeakTUBHOM, 1 knHa3a TOR ocymectBisier cBou pynkuuu (puc. 3a). MutepecHo, 4to B
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onTUMaJIbHBEIX ycloBusx pocta TOR-kunaza dochopumupyer penentopst ABK PYL mo
KOHCepBaTUBHOMY ocTaTky cepuna Serll9 (Wang et al. 2018). 3to dochopunupoBanme
paszpymaetr accormmanuio PYL ¢ ABK u ¢ asddexropamu docdarazer PP2C, uto
yBenuuuBaeT cBs3piBaHue PP2C ¢ kmuHazamum SNRK2 u SnRK1 wu wnHaktuBaiuio

IHOCJICIHHUX.

PYR/PYL @ ; (G ) :
% e0@

j Early .

development :

Optimal conditions

Energy
homeostasis

PYR/PYL !
Stomata !
@ » closure :

Stress conditions | :

Puc. 3. B3aumopeiictBue kuHa3 SnRK2 u SnRKI1 B perynsuun kunazsl TOR u
poOCTa pacTeHWil B ONTUMAaNbHBIX (a) U cTpeccoBbix (b) ycnoBusx. (8) B ontumanbHBIX
ycnousix B orcyrctBue ABK  kmHaza SnRK2 cmocoGctByer pocty, 00pasys
penipeccopubiii komrmieke ¢ PP2C u SnRK1. CekBectparnusa SnRK1 B 3Tux kommiekcax
npenoTBpamaer ee B3aumojeicteue ¢ TOR u Tem cambiM obecrieunBaeT pocT MpU
OnaronpusaTHBIX ycioBusx. (b) B ycnoBusix ctpecca B npucytctBun ABK kuHaza SnRK2
uHruoupyer poct, nockonbky ABK npuBoaut k cexBectpanuu PP2C ¢ momornisio ABK-
cBs3aHHbIX perientopoB PYR/PYL, u, ciemoBarensHo, pazbopke SnRK2 u PP2C-
cofepKamux penpeccopHsix komriekcoB SnRK1. Tlpu pa3bopke KOMIUIEKCOB
BbicBOOOXMaroTcst SnRK2 u SnRKla, koTopple akTUBHpPYIOT OTBETHI Ha CTpecC W
TOPMO3SAT pocT. YaCTUUHO 3TO IocTUTraeTcs 3a cuet npsiMmoit penpeccuu TOR ¢ momonisio
SnRK 1, HO MokeT Takke BKIItOUaTh yyactue kuHa3bl SnRK?2. HeakTrBHbIE KOMITOHEHTHI
MOKa3aHbI OeJIbIM I[BETOM. TeMHO-CHHUN 1 TEMHO-OPaHKeBbI 0003HAYAIOT KOMITOHEHTHI,
AKTUBHBIC B ONITUMAJIbHBIX YCIOBUAX WM MIPH CTpecce cooTBeTcTBeHHO. Belda-Palazon et

al., 2020.
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IIpu Takux cTpeccax, Kak COJIeBOM, OCMOTUYECKUH U JIp., B KIeTKax HakarumBaeTcs ABK.
ABK ymenbmaet B3aumoseiicteue SnRK1 ¢ SnRK2 u PP2C, a Takkxe B3auMojeiicTBrE
mexxay SnRK1 u PP2C: kommuieke ABK ¢ penentopom manHoro ropmona PYR/PYL
cBs3biBaeT mnpoTenHdocdaTazy PPP2C, uro mpuBoauT K pacmaay pemnpeccoOpHOro
KoMIUIekca u BbicBOOOXaeHnio kuHa3z SNRKI1 m SnRK2. SnRK2 dochopunupyer
RAPTORI1, uto npuBoaut k ero orneneHuto oT AtTORCI u neaktuBaiuum KoMIUIEKCa
(Wang et al., 2018). Kpome toro, karamutrueckas cyobreauuuia SnRK1 KIN10 takke
Hanpsmyto pochopumpyer RAPTORI1B u nogasnser aktuBHOCcTs TORC1 (Nukarinen et
al., 2016, Chen et al., 2017). Takum oOpa3zoM, nepenada curHanoB |OR uHruOupyer
curHanel ABK u ctpeccoBble peakiuu B OJaronpusiTHBIX ycioBHsX, Torna kak ABK
noaaBiseT nepeaady curaasioB TOR u poct Bo BpeMs cTpecca mocpeacTBoM kruHa3z SNRK1
u SnRK2 (Belda-Palazon et al., 2020; Hasan et al., 2022). IIpeamnonaoxuTeiabHO,
crienupUIHBIN 1711 pACTEHUH CUTHATBHBIN Moyl ABA-PP2C-SnRK2 B xo01e 3Bomonnn
ObUT «700aBIEH» K C ABOJIOIMOHHO JpeBHeMYy peryistopHoMmy moayiaro SNRK1-TOR
IYKApHOT, UYTO CAEIIATI0 BO3MOXKHBIM 00ECTIeUeHIEe OCTAHOBKY pPOCTa PACTEHHIl B OTBET Ha
Takue aOMOTHYECKUE CTpPEeCChl, B Xojae koTopeix cuHTesupyercs ABK (Belda-Palazon et
al., 2020).

Baxnyto ponb B aktuBanmu SnRK 1 urpaer taxxke 6enok FLZ8 (Jamsheer K et al.,
2022). Ou cesspiBactcss kak ¢ RAPTORI1B, tak m ¢ SnRKloal, ycunuBas wux
B3aMMO/JICHCTBUE U TakuM oOpa3zom monynupys aktuBHocTh TOR. Kpome toro, FLZ8
BBICTYIIAET KaK TPAHCKPUIIIIMOHHBIN PETYJISATOP U YCUIIMBAET dKcrpeccuto reHoB SNRK1
(Jamsheer K et al., 2022). ITotepss ¢pyHkumnoHansHoro FLZ8 mpemsiTcTByeT aKTHUBAIUH
nepenaun curHainoB SnRK1 u ABA, u nOpuBOAMT K THMIIEPUYYBCTBUTEIBHOCTH K
OCMOTHYECKOMY U cojieBoMmy cTpeccy (Jamsheer K et al., 2022). Kpome Ttoro, y
TPaHCTEHHBIX TOMATOB- CBepxdKcmpeccopoB SnRKIo w3 Prunus persica ypoBHu
TPAHCKPUMIIMKA TE€HOB, YyBCTBUTEIBHBIX K cojeBoMy cTpeccy (PP2C37, PYL4, PYLS,
NACO022, INAC042), a Takske reHoB mojceMerictBa SNRK2, ObLn 3HAYUTEILHO H3MEHEHBI,
410 CcBHUAETENbCTBYeT 00 ydactuu SnRK1 B curnammare ABK u B moBbllieHun

yCTOWYMBOCTH K cojieBomy cTpeccy (Wang et al., 2020).
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1.3.  ABTodarus, ee CTpyKTypHbIe 0COOEHHOCTH U pery/sinus B KJIeTKax
pacTeHui

ABTO(arust — 3To KOHCEPBATUBHBIN BHYTPUKJICTOYHBINA KaTaOOJINYECKUN TTPOIIECC,
HANPABJICHHBIN Ha YyJajeHUe MOBPEKICHHBIX WIM HEHYXHBIX IUTOIUIA3MATHUYECKHUX
KOMIIOHEHTOB M, TaKUM 00pa3oM, BOCIIOJTHEHHE HEJOCTAaTKa IMHUTATEIbHBIX BEIIECTB U
PHEPTUU ISl TOAJEPKaHUS KIETOYHOTO ToMeocTa3a. Ha mpoTsikeHMH BcCeil KU3HU
pacTeHusi, C WENbl0 O0ECIeYeHHs pPOCTa W PA3BUTUSA, B KIETKAX MOJIACPKHBACTCS
MOCTOSIHHBIM YpPOBEHb «0a3ajbHOW» aBTO(paruu, a MpU Psjie CTPECCOB AKTHUBUPYETCS
cTpecc-unaynupoBannas asrodarus (Wang et al., 2018).

VY pacTeHHWil ONMMCaHBl TPH IHUTOJIOTUYECKUX THIA aBTO(QAruu: MUKpPOABTOdarus,
MakpoaBTodarusi W MeraaBTo(darus, KOTOpas COMPOBOXKIACTCS MPOrpaMMHUPYEMON
kinerounoit rubenwsio (Marshall and Vierstra, 2018, Avin-Wittenberg, 2019, Gou et al.,
2019; puc. 4). Ilpu MuKpoaBTOGArMM IMHUTO30JIbHBIC OCIKH WM IeJble OpraHeUIbI
cOOMparoTCsl Ha MOBEPXHOCTH BAaKyOJM M HAIPSAMYIO IOTJIOMAIOTCS Y€pe3 BHITSTYNBAHNC
WIA WHBarWMHAIMIO TOHOIUIACTa, o0OOpa3ys BHYTPWUBAaKyOJSIpDHBIE  BE3UKYJIBI -
aBTO(arvuyecKkue Tena, KOTOphIE NErpagupyroT B TMPOCBETE BaKyOJH IOCIE pa3pbiBa
memoOpanbl (Marshall and Vierstra, 2018). K nHacTosiiiieMmy BpeMeHH Bce €I11e MaJio JaHHbBIX
0 MOJICKYJIIPHBIX MEXaHU3MaxX, JISKAIIUX B OCHOBE MUKPOABTO(paruu pacTeHHIA.

MakpoaBtodarusi xapakTepusyeTrcsi 00pa3oBaHUEM IBYMEMOpPAHHOW OpraHesIbl -
aBTodarocombl (Le Bars et al., 2014). B wmecre cOopku mnpeaBTOparocomMaabHOI
cTpykTypsl (PAS) obOpasyercs wameBuaubiid darodpop (Zhuang et al., 2013.), memOpana
KOTOPOTO PacTeT U 3aKPhIBACTCS, OKPYXKasi KOMITOHEHTBI, TOJIeKAIUE erpaalliu, 9T
B KOHEYHOM UTOTE MPUBOJIUT K 00Opa30BaHUIO BE3UKYJsIpHOU ayTodarocomsel (Le Bars et
al., 2014). ABrodarocoma, 1100 MO HEKOTOPHIM TAHHBIM ABTOJM30COMa — OpraHesia,
oOpasyromascsi 1mocjie CIUSHUS aBTO(AroCOMbl C JIM30COMOM, COAepKamlell KHUCIbIe
auTudeckue GepMeHTHl - gocTtapisercs B Bakyous (Ketelaar et al., 2004), rae napyxHas
aBTo(parocomanpHasi MeMOpaHa CIMBAaeTCS C TOHOIUIACTOM, a BHYTPEHHSSI MeMOpaHa
BMECTE C COJICPKUMBIM B BUJI€ BE3UKYJIbI (T.H. «aBTO()Aruueckoe TeI0») BHICBOOOXKTaeTCS

B MIPOCBET BaKyoJu i mocnenytomei aerpananuu (Liu and Bassham, 2012).
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MeraaBtodarus — Hanbosiee MacITaOHBINA TUIT aBTO(aruu, KOTOPBIA BCTpEUYACTCS
TOJBKO y PACTCHUM, U MPOUCXOJUT OJHOBPEMEHHO C 3aIPOTrPAMMHUPOBAHHON KJIETOYHOU
rubensio (IIKC; Van Doorn and Papini, 2013). Ilpu meraaBrodaruu TpOHCXOMHUT
HapylIeHHE IEeJIOCTHOCTH BaKyOJSIpHOM MeMOpaHbl M BBICBOOOXKIEHHE OOJBIIOTO
KOJIMYECTBA TUIPOJIa3 B IIUTOIIA3MY, UTO MPUBOJUT K MACCOBOM JIerpajaliii KJIETOYHBIX
koMioHeHToB U rubenu kiaetku (Hara-Nishimura and Hatsugai, 2011, Van Doorn and
Papini, 2013). B otminuue ot npyrux tunoB aBroaruu, reibl ATG He y4yacTBYIOT B

MeraaBTo(haruu.
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vacuole i (@

Microautophagy Mega-autophagy

Puc 4. Cxematuueckoe M300pak€HUE TPEX IHUTOJIOTHYECKUX TUIOB aBTO(aruu y
pacrenwmii: (A) Ilpu makpoaBTodaruu Gopmupyercs: yaieoOpasHeiid parodop, KOTOPHII
Opy 3aMBIKaHUKM 00pasyeT aBTO(parocoMy, COJEPKAIIyl0 KOMIIOHEHTHI HUTOIIa3MBl.
3arem aBTO(arocoma JOCTaBISETCS B BaKyoOllb, IJIe HApY>KHAsE MeMOpaHa aBTo(arocombl
CJIMBAETCsI C TOHOIIACTOM, @ BHYTPEHHSISI BE3UKYJIa BEICBOOOXK/1a€TCS B MPOCBET BaKyOJIH
st nerpaganmd. (B) Ilpm mukpoaBTodarmm mHUTO30BHBI MaTepuan coOWpaercss Ha
TOHOIUIACTE M HAMpPSIMYIO 3aXBaThIBAETCS BaKyOJbIO IMOCPEACTBOM HHBATMHAIIMM IS
nanpHerenn nerpamanuu. (C) Bo Bpemss MeraaBrodaruu BakyossipHas MeMOpaHa
paspsiBaeTcsi, BHICBOOOXK1asi OOJIbIIOE KOJMYECTBO THIIPOJA3 B IUTOILIA3MY, BbI3bIBas
MaCCOBYIO JIerpajIalio MuToria3MaTiaeckoro marepuaia (Wang et al., 2021).

1.3.1. MoaekyasipHble MeXaHU3MbI MaKpoaBTOGarun
K Hacrosiiiemy MOMeHTY MakpoaBTodarus sBiseTcs HanboJjiee U3yUeHHBIM THIIOM

aBTO(i)aFI/II/I. MHOFOCTynquaTaH perymanuda  gerpagalviid  pa3jIMYHbIX KOMIIOHCHTOB

JOCTHTAETCsl 3a CUYET TeHOB, CBA3aHHBIX C aBrodarueil (ATG), KoTopbie BIepBble OBLIN
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obHapysxeHsl y aposxokeit (Qi et al., 2020, Yang and Klionsky, 2010). Ha naHHbIi MOMEHT
y Arabidopsis thaliana wnentugunmpoano 6onee 40 renoB ATG, OOJBIIMHCTBO W3
KOTOpBIX sBIsitorcss Tomojioramu  ATG  mpoxokert  (Chung, 2019). benku ATG
GYHKIIMOHUPYIOT BO BpeMs MHIYKUIMU aBTO(Aarud W yYacTBYIOT B (DOPMHpPOBAHUU
aBroarocom (Le Bars et al., 2014, Marshall and Vierstra, 2018). beaku ATG moxkHO
pa3zeNuTh Ha IECTh OCHOBHBIX ()YHKIMOHAIBHBIX rpymil (Trorepesa u dp., 2022):

1) Kunasusiii kommiexke ATGL, sxmrouarommii 0enku ATG1, ATG13, ATG11,
u ATG101. ATG1-ATG13 npu B3aumopeiicteuu ¢ cyobeauauiamMmu ATG11 u ATG101
obpazyror HoBbIM KoMmiuiekc ATGI1-ATG13-ATG11-ATGI101, xoTtopslii omocpeayer
WHULHANNIO aBTo(aruu, T.e. 00pa3oBaHue, pacumpenue u 3akpoitue garodopa (Wang et
al., 2018, Suttangkakul et al., 2011, Li and Vierstra, 2014, Marshall et al., 2015).

2) TpancmemOpanubiii 6enok ATGY wurpaer KpuUTHYECKHM BaXKHYIO pPOJb B
dbopmupoBanuu aBrodarocom u oopazyer komrieke ATG9-ATG2-ATG18, orBeuaronuit
3a oOpazoBaHue aBTOdarocoM W pacmupeHue (arodopa 3a cueT MOCTABKH K HEMY
munuaoB (Soto-Burgos et al., 2018, Yamamoto et al., 2012, Zhuang et al., 2017, Kang et
al., 2018).

3) ®ochonnozutua-3-knHazHeii komiieke 6enkoB ATG6, ATG14, VPS34,
VPS15 neobxomum mns gochopumupoanust ocharuamnmnnosurona ¢ odpazoBaHuEeM
docharunununosuron-3-pochara (PIsP), koropwiii sBmsercs (¢dakTopoM 3amycka
aBToarud U HEoOXOIUM Ui PEKPYTUPOBAHUS OENKOB, yYaCTBYIOIIUMX B aBTO(aruu
(Takatsuka et al., 2004, Marshall and Vierstra, 2019, Liu et al., 2020). VPS34 (vacuolar
protein sorting-associated protein 34), BBITOJHIET B KOMILICKCE POJIb KaTATUTHUECKOM
cyOovenunaunpbl. VPS15  saBnsercs akTuBUpyOIIed CyObeIMHUIICH KOMIUIEKCA U
3asKOpUBaeT ero B aBTodarocoManbHoi memOpane. ATG6 sBnsercs PIP3-kuHazol u
o0ecrieunBaeT HHALIMAIUIO aBTO(aruy B 3aBUCHMOCTH OT Psiia BHEITHUX CHTHAJIOB.

4) Kommekc 6enkoB ATG2-ATG18, coBmecTHo u 6enkamu ATGY9 u ATG18a,
UTPAET KPUTHYECKH BRXXHYIO POJIb B KOHTPOJIE 3aKPBITHS MeMOpaHbl aBTodarocomsl (LU0

et al., 2023, Mishra, 2023).
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5) ATG8-munmuaunpyromas cuctemMa 00ecredunBaeT NPUCOEIUHEHE K OenKy
ATGS8 docharnmmmranonmamuaa. OHa pacmojiaraeTcss Kak BO BHYTPEHHEH, Tak U BO
BHEIIHEH MeMOpaHax aBTO(arocom, BBINOJIHASA (QYHKIHUIO CTBIKOBOYHOW IUIAT(OPMBI U
omarogapst MHOxkecTBY ATGS-CBSA3BIBAIOMIMX aAaNTEPHBIX U PELENTOPHBIX OEIKOB
CIOCOOCTBYET CBA3BIBAHUIO Kapro ¢ (parodopom, 3aKpbITHIO aBTO(HAr0COM U CIUSHUIO C
Bakyossimu (Cui et al., 2018, Liu and Bassham, 2012, Minina et al., 2018). benku ATGS8
ABIIAIOTCS. MapKepaMu o0pa3oBaHusl aBTO(ArocoM M HEOOXOAMMBI Ul ClieHU(PUIECKOro
pacno3HaBaHUU IPy30B aBTO(Aruu MocpeicTBOM MOTHBA, B3auMo/ieicTBytomiero ¢ ATGS8
(AIM) (Pankiv et al., 2007, Noda et al., 2008, Liu et al., 2021, Michaeli et al., 2016) niu
MOTHBOB, cBs3biBaromuit ATGS u B3anmoeicTByromnux ¢ youksutruaom (UIM) (Marshall
etal., 2019).

6) Cucrema youkBuTHH-TI0100HOM KOHBIOTarmn ATGS5-ATGI12 ygactByeT B
nepenoce ATG8 na darodop (Marshall, Vierstra, 2018).

B Teuenue mpoomKUTENBHOTO BpeMEHU aBTO(arus paccMaTpuBaiach Kak Mpoiece
HECEJIEKTUBHOM Jerpajalyy KIETOYHBIX CTPYKTYp, HO COIVIACHO IOCJIEIHUM JIaHHBIM
aBTOarus BCE K€ SIBISCTCS BBICOKOCEICKTUBHBIM WHCTPYMEHTOM, HANpPaBJICHHBIM Ha
COXpaHeHHe U Mojjepkanne QyHKIUNH U CTPYKTYpP KJIETOK B CAMBIX PAa3HBIX YCIOBHSX
(Avin-Wittenberg et al., 2018, Marshall and Vierstra, 2018, Yoshimoto, Ohsumi, 2018).
CenexTuBHOCTh obOecrieunBaeTcsd cHequpUYEeCKUMU OelKkaMH —  CEJIEKTUBHBIMU
perentopamu aBtodaruu (Liu and Bassham, 2012, Reggioni, Klionsky, 2013). K
HACTOSAIIEMY BPEMEHHM BBIJICJICHBl THUMBI aBTOMaruu crnenupuyHble s  OeIKOB
(mporeadarus, arpedarus; Yoon and Chung, 2019, Balchin et al., 2016), ximoporiacto
(xnopodarus; Nakamura and Izumi, 2019, lzumi et al., 2019, Nakamura et al., 2019,
Zhuang and Jiang, 2019), mis mutoxouapuii (murodarus; Ren et al., 2021, Broda et al.,
2018), mis pubocom (pubodarus; Kazibwe et al., 2019, TiotepeBa u ap., 2022), ais
nepokcucoM (nekcodarus; Bartel et al., 2014, Voitsekhovskaja et al., 2014, Yamauchi et

al., 2019), a taxxe s kiaerounsix saep (Hykineodarns; Li et al., 2020).

1.3.2. Peryasinus aBTo(parum B KjIeTKaX pacTeHuii
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1.3.2.1. Peryasiuus aBroparuu kuiazamu TOR u SnRK1

B GnaronpusiTHBIX YCIOBHSX MPU OTCYTCTBHHU CTpecca OCHOBHBIM PEryJsiTOPOM,
OJIOKMPYIOIIMM Pa3BUTUE CTPECC-MHAYLUPOBAHHOM aBTO(arum B KIETKaxX pacTEeHUM,
sBisercs kuHa3Hbii komiiekc TORC1 (Liu and Bassham, 2010, Chen et al., 2017, Soto-
Burgos and Bassham, 2017). B stux ycnosusix 6enok RAPTORIB, ¢dyHkunonupyromuit
Kak KodakTop pacrnosnaBanus muieneit TOR (Deprost et al., 2005), pexpytupyer ATG13
gyepe3 motuB nepenaun curaana TOR — TOS (TOR-signaling), KOTOpBI MPUCYTCTBYET Y
ATGI13 n y npyrux mumeneit TOR, Hanpumep, y pudocomansHoi kura3el S6K (Pu et al.,
2017, Son et al., 2018). D10 mo3Bossier TOR Hampsimyto ¢dochoprmmpoBars ATG13.
['unepdochopunupoBannocth ATG13 npPUBOIUT K CHIDKEHUIO CIIOCOOHOCTH K
obpazoBanuto komiuiekca ATG1-ATG13, uro B pe3ynbraTe obecrneunBaeT MpOTEKaHUE
aBTO(aruu JIMIb Ha 6a3apHOM ypoBHE (Son et al., 2018, Mugume et al., 2020; puc. 5). B
YCIIOBUSX, OOTaThIX NHUTATCILHBIMH BEIIECTBAMU, aBTO(arus MOMJICPKUBACTCS Ha
0azanbHOM ypoBHE Takxke Omaromapsi yoOukButuHupoBanuio ATGI3 u ATG6
younkutuniurazamu E3 RING-tuna AtSINATI u AtSINAT2 (SEVEN IN ABSENTIA
OF ARABIDOPSIS THALIANA 1) u ux mocienyrolei aerpajaniay B mporeacoMax 26S
(Qietal., 2017).

JlepuuT MUTATeIBHBIX BEIICCTB MM YHEPTUU CIIOCOOCTBYET aKTUBAIIMKM KHMHA3bI
SnRK1, kortopas marubupyer TOR, dro B CBOI odYepenpb MPUBOIUT K AKTHUBAIUH
aBrodaruu (Baena-Gonzalez et al., 2007, Chen et al., 2017, Soto-Burgos and Bassham,
2017, TrotepeBa u dp., 2022). [Ipu aedunurte azora, Cepsl WU Ke MPU KPATKOBPEMEHHOM
nepunuTe MO Yriepoay (Hampumep, BBI3BAHHOM YAJIMHEHHEM TEMHOBOTO IEpHOa B
cytkax) SnRK1 runepdochopumupyer ATGla u gedochopmmupyer ATG13a. Dto
criocoOcTByeT oOpazoBanuio aktuBHOTO komruiekca ATG1-ATG13 Bmecte ¢ ATGI11 u
ATG101 (Suttangkakul et al., 2011, Li and Vierstra, 2014, Chen et al., 2017, Soto-Burgos
and Bassham, 2017). Kpome Toro, karanutudeckas cyorenuuuna SnRK1 KIN10 moxet
HampsIMyl0 B3auMoJIeiicTBOBaTh ¢ cyobenuauiieii kommiekca TOR RAPTORIB u
dochopunrporats ee, moaasisis aktuBHOCTh TORC1 (Nukarinen et al., 2016, Chen et al.,

2017; puc. 5).
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B ycrmoBusix MTENHEHOTO TOJIOMAHUS TIO YTJIAEPOAY AaKTUBAlUS aBTO(QAruu
npoucxomuT ATGI-ne3aBucuMbiM  myTem. Ilpu 3TOM, Kak ObBUIO MOKa3aHO ISt
Arabidopsis, SnRK1 (B maHHOM 3KcIiepuMeHTe ee KataauTudeckas cyobeauauna KIN10)
dochopmmnpyet AtATG6 B komriekce PI3K, Tem campiMm unaynupys aBrodaruto (Huang

et al., 2019; puc. 5).

N starvation S starvation Nutrient rich C starvation

| L

- Glucose
i ATG13> ©
\ SnRK1 SINAT12/ @~ SPRKI

@ ubiquitin
®) phosphorylation
upstream signal

Autophagy

Puc. 5. Mexanusm akTtuBauMM aBTO(arud MpU  Pa3IMUHBIX JeduIuTax
NUTATENbHBIX BellecTB. ABTo(darus uuaynupyercs a3oTHbIM (N) rosiofanueM pacTeHuin
nocpeactBom uHruOuposanus TOR. Jlepunut cepsl (S) perynupyer aBTodaruio 3a cuer
MOJABJICHUS TIepeladyi CUTHAJIOB IJIFOKO3bI, YTO NPUBOAUT K akTUBaunu SnRK 1, KoTOopbIii
uarunbupyer TOR u aktuBupyer komiuiekc nannuanuu aproparnn ATG1. B ycnoBusx,
OoratbIx nuTaTeabHbIMU BetlecTBaMu, ATG13 youkButunupyercsa kommiekcom SINAT1 -
TRAFla u pacuiemissercs NOpOT€acCOMHBIM ITyTEM, NOIIAEPKHUBAas HHU3KHUE YPOBHU
aBroparmu. Ilpum mmurensHom romomanuu mo yriepoxy (C) ATG6 moxer
dochopuupoBatbesi ¢ momombio SnRK1, nns aktuBanmm aBTtodaruu depes ATGI-
HesaBucuMbid yTh (Wang et al., 2021).

Kpome Toro, neuuuT nuraTenbHBIX BEIIECTB MPUBOIUT K MHIYKIIMH aBTO(Qaruu
nyteMm, He3aBUcUMBIM 0T TOR u SnRK1, uepe3 youksutunnurasy AtSINAT6, koTopas

MOJABIsIET yOMKBUTHHUpOBaHUE U nerpagainuio komiuiekca ATGI/ATGI13, a ans
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nojJepkanus aBroparuu Ha BbICOKOM ypoBHE AtSINATOG nonosiHUTENbHO y4acTBYyET B
MHTMOMpOBaHUM  YOMKBUTHHHMpOBaHUS W Jerpaganuu  Oenka AtATG6 nyrtem
HETOCPeICTBEHHOTO cBsi3biBanus ¢ HUM (Qi et al., 2017). Ha sTare BocCTaHOBJICHHUS TTOCIIE
TOJIOZIAHNsl aKTUBUPYETCsl IpoTeacoMHO-3aBucuMas jerpagamus ATG13 3a cuer
youkBuTuHupoBaHus uepe3 AtSINATI u AtSINAT2, mo cHuxeHus aBTodaruu 10

0a3aJIbHOTO YPOBHH.

1.3.2.2. Peryasiuusi aprodaruu adécuu3oBoii kucjaoroii (ABK)

Konnentpanus abcunzoBoit kucnotsl (ABK) Bo3pacTaeT B oTBeT Ha cTpecc U B
CBOIO OuY€pe/ib CIOCOOCTBYET aaNTalUK PaCTeHUs K HeraTuBHBIM (pakTopam. KimtoueByro
pOJIb B CUTHAJIBHBIX MYTSX a0CIM30BOM KUCIOTHI UTPalOT KHWHa3bl cemeiictBa SnRK2 -
SnRK2.2, SnRK2.3, SnRK2.6, SnRK2.7 u SnRK2.8 y Arabidopsis (Kamiyama et al.,
2021), B kommiekce ¢ peuentopamu ABK PYRABACTIN RESISTANCE 1/PYRI-LIKE
(PYL) u mporenndocarazamu 2Cs (PP2Cs) (Hasan et al., 2022).

[Ipu orcyrctBum ctpecca TOR dochopunmupyer penentopst PYL ABK,
npenorBpamas cssizbiBaHue PYL ¢ ABK u PP2C. Orto nozsosser PP2C nanpsmyro
nedochopunupoBarh kuHazy SnRK?2 u nnakruBupoats ee (Wang et al., 2018). C apyroii
ctopousbl, B otcyTcTBHe ABK, HeaktuBHas SnRK2 u PP2C o6pazyror komiieke ¢ SnRK1,
4yTO MHAKTUBUPYeET Takxke U SNRKI1, Tak kak npenoTBpaiuaer ee B3aumoaeiicraue ¢ TOR
(Belda-Palazon et al., 2020). ITpu noBsimeHnn KoHeHTpanuu ABK mpoucxoaut pasdop
KoMIuIekca, mockoiabky PP2C cBs3biBaercs ¢ kommuiekcoM ABK-PYR/PYL, u 06e kuHa3bl,
SnRKI1 u SnRK2, aktuBupytorcsa. B koneunom utore Bzaumoaeiictsue SnRK1a ¢ TOR
npuBomuT K aktuBanuu aBrodarmm (Belda-Palazon et al.,, 2020). B cBoro ouepens,
aktuBupoBaHHas SnRK2 ¢ochopunupyer RAPTOR, dro Takke mNpUBOAUT K
uaruouposannto TOR u aktuBanmu aBrodaruu (Wang et al., 2018).

Kpome Toro, sk3orennas obpadorka ABK mokeT BBI3BIBaTH MepCyib(uIainio
IIUCTEUHOBOU poTeasbl AtATG4a (Laureano-Marin et al., 2020).
[TepcynbpuaupoBannbiii  octatok  Cys170  sBisercss  4acThlO  XapakTepHOM
katamutndeckoir tpuanel Cys-His-Asp mporeas Cys (Sugawara et al., 2005).

BuyTpukieTounsiii cynbhu MoaaepKUBaeT BBICOKUNA YPOBEHb MEPCYIb(UAUPOBAHUS
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nysia ATG4 B 0a3aJIbHBIX YCIOBHSIX, UYTO IPUBOJIUT K MTHTMOMPOBAHMIO TPOTEOJIUTUYECKON
aktuBHOCTH ATG4, KoTOpOE B CBOIO Oodepeapr orpannuuBaeTr oOpazoBanue ATGS-PE u

cunrte3 aBrodarocom (Laureano-Marin et al., 2020).

1.3.2.3. Peryasiuus aBroparuu 6paccMHOCTEPOUIAMH

bpaccunocreponnpl, kak u ADBK, wurparor BaxXHYH0 pOJb B IIOBBILICHUU
YCTOWYMBOCTH psifia PACTeHMM K HEOJAronpusiTHBIM YCIOBUSAM: CyOONTHUMAaIbHBIM
TEeMIIepaTypaM, BBICOKOMY COJIEP’KaHHIO B TOYBE TSKENBIX METaJIOB, W30BITOUHOMY
3acosieHuto u aApyrum ¢akropam (Houimli et al., 2010, Fariduddin et al., 2014). Kunassi,
y4acTBYIOILIME B IEpeaaye CUTHAJIOB OpacCHHOCTEPOMIOB, B YCIOBHUAX CTpecca MOTYT
dochopunrpoBath cyOcTpaThl, cBsi3aHHbIe ¢ aBTo(daruerr (Nolan et al., 2017). Kunasza
BAK1 (BRASSINOSTEROID INSENSITIVE 1-ASSOCIATED RECEPTOR KINASE
1) perynaupyeT yCTOMYMBOCTh pAacTeHMH K NATOreHaM, HampsIMyroo Qochopunupys
ATG18a, uTo MPUBOAUT K CHUKEHUIO 00pa3oBaHus aBTO(GArocom, ypoBHs aBTodaruu u
ycroruuBocTH pactenuii (Zhang et al., 2020). ATG18a — equHCTBEHHBII I'eH ceMelicTBa
ATG18 (ATG18a-ATG18h) koTophlli MHAYLUPYETCA NPU HEIOCTATKE MHTATEIbHBIX
BemiectB u crapeHun (Xiong et al., 2005). Kunaza BIN2 (BRASSINOSTEROID-
INSENSITIVE 2) rtakxke sIBIsS€TCS HETaTUBHBIM DErYJIATOPOM IEpeladyd CHTHAJOB
OpaccuHocTeponioB MW Haxomutcs «Bbimie» TOR B perymsuun aBtodaruu. BIN2
HenocpeacTBeHHO (ocdopmmpyer RAPTORIB, cy6weaunnny xommiekca TOR. Oto
npuBoauT K aktuBanmu TOR, dochopunupoanuo ATG13a u uHrHOUpOBaHUIO
asrogaruwu (Liao et al., 2023).

[Tokazano, uto AtSINAT2 HanpsaMyroo B3aMMOJEUCTBYET C KOMIIOHEHTaMU
CUTHAJILHBIX MyTeW OPacCHHOCTEPOUIOB — C TPAHCKPUIIIIMOHHBIM perynstopoM AtBES1
(BRI1-EMS SUPPRESSORI1) u ¢ 6enxom peneniropa yonksutuHa DSK2 (DOMINANT
SUPPRESSOR OF KAR2). B ycnoBusix naedunmra yriaepoma uiau Bojabel DSK?2
B3aUMOJICHCTBYET C YOUKBUTHH-TOAOOHBIM Oenkom ATGS, uro mnpuBogutr K
aBTo(arnueckoit naerpamanuu AtBES1 (Funakoshi et al., 2002, Nolan et al., 2017),

VMHIYKLIHH psiJla TEHOB U MOBBILIEHUIO CTPECCOYCTONYUBOCTH.
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1.3.2.4. YyacTHe cCAIMINJIATOB H JKACMOHATOB B PeryJisiliuu aBTo(arnu

®utoropmonsl canunmioBas kuciota (CK) u >xacMoHaTel HEOOXOIUMBI IS
samuThl pacteHuit ot matoreHoB. NPR1 (NONEXPRESSOR OF PATHOGENESIS-
RELATED GENESI) sBisieTcst KIIOYEBBIM PETYJISITOPOM MPUOOPETEHHOTO MMMYHHUTETA
K [MaToreHaM ¥ MOJIYJIMPYeT OOJBIIIMHCTBO TeHOoB, uyBcTBUTEIbHBIX K CK (Zhang and Li,
2019, Chen et al., 2021). [Toka3ano, uro NPR1 perymupyer Takxke sxcnpeccuto ATG-
reHoB. NPR1 wumarubupyer skcmnpeccuto ATGLl, ATG6 u ATG8a Bo Bpems paHHETO
TUIIEPYYBCTBUTEIBHOTO OTBETAa HA aBHUPYJICHTHBIA ImTaMM Oaktepuu Pseudomonas
syringae Psm ES4326/AvrRpt2 (Gong et al., 2020). B cOOTBETCTBHH C STHMH JaHHBIMH,
aronuct CK Oenszorunamuazon (BTH) muayuupyer aBrodaruto mo NPRI-3aBucumomy
curHanbHOMYy myTh. B TO ke Bpemsi, NPR3 u NPR4 ctumynupyooT oOpa3oBaHue
aBTO(arocoMm uvepe3 yOMKBUTHH-IIO00HBIe crucTeMbl koHnbioramuu (Wang et al., 2016);
npaBja, ObLIO BBICKa3aHO Mpeamnoiioxkenue, uyro, B oTmmure oT NPR1, NPR3 u NPR4 Bce
ke He yuacTtBytoT B CK-curnanunre (Wang et al., 2016).

Jlo cux mop Majo JaHHBIX, OTPAKAFOIIMX TIPSIMOE B3aUMOJICHCTBAC MEXIY My TSIMH
JKACMOHATHOTO CHUTHaJIMHra W aBTodarueil. M3BecTHO, HEKPOTPO(PHBIA T'PUOKOBHIN
natoreH Botrytis wamynupyer aBToaruro, 4To CBEPXIKCIPECCUS TPAHCKPUIIIHOHHOTO
daktopa WRKY33 noseimaer ycroitunBocts Kk maroreHy y Arabidopsis, a myTaHThI
wrky33 u atg Gosiee BOCIIpUUMYMBEI K HEKPOTPOPHBIM rpuOKoBbIM naToreHam (Lai et al.,
2011). Oto cBsa3ano ¢ TeMm, uto WRKY33 Hanpsimyto B3aumoerictByetr ¢ ATG18a (Lai et
al., 2011). IlockonbKy yCTOHYMBOCTH K HEKPOTPO(QHBIM IaTOr€HaM OCHOBaHAa Ha
CUTHAJILHBIX MYTSAX JKAaCMOHATOB, TO 3THU JaHHBIE KOCBEHHO YKAa3bIBAIOT HA PETYJISIIHIO

aBTO(l)aFI/II/I JKaCcMOHaTaMH. OZ[HaKO, ACTAJIbHBIC MCXaHU3MbI OCTAIOTCA HCU3YYCHEI.

1.3.2.5. HexoTopble MHTUOUTOPHI ABTO(ATrUM, IPUMEHsIeMble B HCCIeI0BAHUSX
pacTeHui

N3BecTHO Oo0JbllIOE KOJMYECTBO pA3UYHBIX aAKTUBATOPOB U WHTHOUTOPOB
asrodaruu (Yang et al., 2013).
K aktuBaropam aBrodaruu oTHOCATCS MHrUOUTOpHl KMHa3bl [OR. Panamuiun

sBIsieTCss MOIIHBIM HHruOuTOpoM TOR Miexonuraromumx (Abraham & Wiederrecht 1996,
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Benjamin et al .2011) u pacrenwuii (Li etal., 2011, Xiong and Sheen, 2012). Kak u3BectHo,
pubocomalibHble MPOTEMHKNUHA3bl S6K1/2 sBastorcs BaxHenmmmu cyocrpatamu TOR;
0Ka3aJIoCh, UTO panamMuIMH uHruoOupyet onocpenoBanHoe AtTORCI1 gpocdopunupoBanue
kuHa3bl SO6K1 mo Thr-449, a xmuazer S6K2 - mo Thr-455, kak B mpoTormuiactax
apabuorncuca, Tak u B mpopoctkax (Xiong and Sheen, 2012). Panamunina cBs3bIBacTCS C
oenkom FKBP12. O6pa3oBaBuiniicsi KOMIUIEKC CTA0MIICH U HE TTOABEPTaeTcCs Ierpaialiig;
OH SIBIISIETCSI ajulocTepuueckuM WHruomropom kuHaszel TOR, cBs3biBasice ¢ ee FRB-
nomenom. Ilokazano uro y Arabidopsis thaliana ceepxskcmnpeccus FKBP12 moxer
MOBBIIIATh YYBCTBUTENBHOCTh K panmamunuHy (Xiong and Sheen, 2012). ITockonbky
pamaMUIIMH HUCTOJB3YETCS B MEIUIIMHE, TO HAa CETOMHSIIHHUNA JIEHb CO3/IaH PsJ €ro
aHAJIOTOB («PamnajaoroBy), ClIOCOOHBIX HHTHOMpoBaTh TOR.

AJBTEpPHATUBHBIM MEXaHU3MOM WHTHOMpPOBaHUsS akTUBHOCTH TOR sBiseTcs
KOHKYPEHTHOE MHTHOMPOBAHUE BEIIECTBAMU - CTPYKTYypHBIMH aHajoramu AT® B caiite
ces3piBanust AT®. B nHacrosiiee Bpemsi M3BECTHBI TaKW€ KOHKYPEHTHBIE WHTHOUTOPHI
TOR-kunrazer kak AZD8055, TORIN1, TORIN2, WYE-132, WYE-354 u KU-63794
(Chresta et al., 2010, Montane and Menand, 2013, Xiong et al., 2013, Li et al., 2017, Dong
et al., 2015, Pu et al., 2017, Song et al., 2019). DTu BelecTBa aKTUBUPYIOT HUHUITHAIHIO
aBTo(aruu.

Jlpyrasi Tpymnma akTUBAaTOPOB aBTO(aruu BKIOYACT BEMIECTBA, WHAYIHUPYIOIIAEC
cTpecc sHAomIa3mMaTudeckoro peruxkyinyma (ER-stress), takue kak OpedenbanH A u
tyaukamunui (Yang et al., 2013).

[Tockonbky kmHa3za SNRK1 oka3eiBaeT mHrubupytomee aevicteue Ha TOR, ToO
MOKHO OXHUJaTh, 4yTo akTuBaTOphl SNRK1 OynyT ycunuBaTh aBTOdaruir uepes
unruoupoanne TOR. [leiictBurensHo, aktuBatop SNRK1 S-amunommumazon-4-
kapOokcamua-pudbonykieorusn (AICAR), BemecTBo, sBiSIONMIEECS CTPYKTYPHBIM
anaiorom AM®, y Arabidopsis Bei3bIBan poct 00pazoBaHusi aBTO(HArocoM M yCHIICHHE
aBTo(harmueckoro motoka (Soto-Burgos et al., 2017).

Nurudupoanue aBToaruu MOXKET MPOUCXOAUTH KaK Ha ATale €€ HHUIIMAIINHU, TaK

U Ha TOCHeAyIIMX 3Tanax. 3-meTwinageHuH (3-MA) u BOpPTMaHHMH MHTUOMPYIOT
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aKTUBHOCTH docharuamnuno3uton-3-kuHa3 (PI3K), u Takum oOpazom OJIIOKHPYIOT
WHUIUAIUIO aBTO(aruu depe3 MHUIMATOPHBIA (HOCHOMHOZUTHI-3-KUHAZHBIN KOMILIIEKC
oenkoB ATG6, ATGI14, VPS34, VPS15. Konkanamunmd A u Oadunmomunun Al
UHruOupyroT Bakyossipubie AT®a3er V-tuma (Huss et al., 2002, Yang et al., 2013), u
TakUM 00pa3oM TMPEJOTBPAIlalOT  3aKHCICHHE BaKyoJd U  DHIOMEMOpPAHHBIX
KOMIIaPTMEHTOB, B T.4. JIM30COM U aBTOJM30COM (aBTOJIM30COMA — OpraHesia,
oOpa3zyroniasicsi mocje CIUSHHUS aBTO(AarocoOMbl € JHM30COMOM, COAEpKalleil KUCIbIe
auTHYeckre (epMeHThl). DTO OJOKUPYeT BaKyOJSPHBIA TUIPOIU3 M TOJAABISET
aBTO(ArvyecKyro JAerpajialliio BE3WKYJ B BaKyoOJsIX, BBI3bIBAs HAKOIJIEHUE B HUX
«aBrodarnyeckux tener» (Hafrén et al., 2017). E64d, nelinenTH W TIENCTAaTHH,
MHTHOUTOPHI TM30COMAJIbHBIX MTPOTEA3, TAKXKE CIENU(PUIHO OJOKUPYIOT OTOK aBTO(haruu

(Takatsuka et al., 2004, Kim et al., 2008).

1.4. Poab HOHOB KaJHuA B MeTa00JIM3Me U CTPECCOYCTOHYHUBOCTH PACTEHU I

Kanuii — OCHOBHOI BHYTPHUKJIETOYHBIM KaTMOH M OCMOTHUK pacTteHuit. Ilocie
HOTJIOICHHUS KJIIETKAMH KOPHsI, HOHBI K* 3arpy’karoTcst B KCUIIEMY M TPAHCIIOPTUPYIOTCS C
MOTOKOM TpaHcmupainuu B mober, rae K' momamaer Bo (GuiodsMy M MOXeT Janee
nepeMenaTbes ¢ (pJI03MHBIM TOKOM B OpraHbI-aKIENTOPHI (TaKUE KaK pacTyIlUe JIMCThS,
MepHCTEMBI 100era U Jp.) WK K€ peUUupKyJInpoBaTh oOpaTHO K KOpHAM. [loaBukHBIN
¢Grmosmubii iy K' MokHO paccMarpuBaTh Kak «ICHEHTPAIN30BAHHOE XPAHIIIHIIE)
JHEpPruu, oOecreyrBalonlel MpOTeKaHHE MPOIECCOB TPAaHCMEMOPAHHOTO TpaHCIOpPTa
(Dreyer et al. 2017). IMTornomenne K™ sBaseTCS OCHOBHOWM IBHXKYIIEH CHIION pocra
IPOPOCTKOB; O0JIee TOro, 00ECNEeYeHHOCTh KalleM BIMSIET Ha YCTOWYMBOCTbh PACTEHUN K
natoreHam (Zorb et al., 2014).

[Tornomenue Kanusg M3 MOYBBI KJIETKAMU KOPHS MPOMCXOAMT YEPE3 HECKOJBKO
TPAHCIIOPTHBIX CHCTEM C BBICOKMM CPOJICTBOM (T.€. aKTHBHBIX MpHU KOHIEHTparusax K*
cHapyxu Hixke 1 MM), koTopbie BKiIrouaroT cummnoptepsl H/K*, karnon/H -anTunopreps
Y KaHaJibl LIEHKEPHOIO TUIIA, a TAK)KE YEPe3 CUCTEMY TPAHCIIOPTAa ¢ HU3KUM CPOJCTBOM,
KoTopas npejacrasiieHa kaHanaMu AKT mielikepHoro tuna. TH KaHajabl U TPAHCIIOPTEPHI

UHTHOMPYIOTCS crieiuduueckum Ookaropom terpadtiunammonuem (TEA™; Szczerba et al
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2009). Ipyrue cucremsl Tpancmopra K Ha rurasmMaTudeckoil MeMOpaHe KIIETOK KOPHS
BkIt04atoT NSCC (HeceneKTUBHBIC KaTHOHHBIC KaHaJIbl), KOTOPbIE MpoHUIaeMbl it K,
Ho Takke u mia Na*, Ca?" m apyrux karmonos (Demidchik et al., 2002). NSCC,
aKTHBHUPYEMbIC THIeproysspu3anueii, uHruoupyorcs TEA'; HampoTuB, MOTEHIHAN-
He3aBucuMbie NCSS He Tonbpko He uHrHOMpyroTcs TEA™, HO MOTYT Jake B HEKOTOPOId
crerieHn omocpenosars nocrymieane TEA' B wiretkun (Demidchik and Tester 2002).
IMeHHO 3TH KaHaibl TAK)KE MPEJCTABISIOT COOONM M OCHOBHOW MYTh NMPOHUKHOBEHUS
HoHOB Na' B KJIETKHM KOPHS M YYacCTBYIOT B MEXaHH3MaX COJICYCTOWYMBOCTH PACTCHHIMA
(Amtmann and Beilby 2010). IToreps K" U3 KJI€TOK KOPHS MOKET MPOUCXOIUTH Yepes3
noteHnuan-ayBcTBuTenibHbie TEA'-uarnOupyempie  NSCC, depe3  MOTCHIMAII-
He3aBucuMmbie TEA™-HeuyBcTBUTenbHBIE NSCC, a Takxke uepe3 TEA'-uyBcTBUTEIBHBIC
HapyXy-Bbinpsvwisitomre kanueBble kaHanbl GORK/SKOR, pacnonoxenHble Ha
wiazmanemme (Ache et al., 2000, Nguyen et al., 2017). [Ipenmnonaraercs, 4T0 UMEHHO
kaHamel GORK/SKOR BpICTynaroT OCHOBHBIMHU PETyJSITOpaMU TOMEOCTa3a Kajusi B
KOpHsX B ycioBusx crpecca (Demidchik, 2018).

Crnenyer OTMETUTh, 4YTO Jpyrde KATHOHBI MOTYT MemaTh mmotokam K* Ha
I1a3MaTHYECKON MeMOpaHe KJIeTOK KopHs. Hanpumep, BbICOKHE ypOBHHU BHemHero Na*
3HAYUTENILHO MHTHOUpoBau rnoroiienue K™ kopusmu ssamens (Kronzucker et al., 2008),
B TO BpeMsl KaK BbICOKHE KOHLICHTpauy BHelHero Ca?* MHruOMpoBay Kak MOCTYIICHHE
Na" B kJIeTKH KOpHs apaOuaorcuca, Tak U 3KCTpy3uio K* U3 KieTok depe3 MOTCHIHAN-
He3aBucumbie NSCC (Shabala et al., 2006).

[Mockombky K* siBisieTcst OCHOBHBIM OCMOJIMTOM PACTUTEIBHBIX KICTOK, PEryIsIus
€ro COJEpKaHMsSI B PACTEHMSIX M pEryjsilus BOJHOIO pEXUMa PACTEHHH CBS3aHBI.
Hanpumep, B KOpHSX prca Kak SKCIPECCus TeHa, KOAUPYIOIIETO BHY TPb-BhIIPSAMIISIOIINAN
K*-kanan meiikeproro tuna OsAKT1, Tak u rugpaBindeckasl MpOBOJMMOCTbh KOPHEBOIA
I1a3MaTHYECKON MeMOpaHbl CHIKAIKMCh MPU BO3ACHCTBUU Onokatopamu K'-kaHaiios
TEA™ u CsCl (Liu et al., 2006). beuto mokaszano, uro SNARE-6emok SYP121 perynupyet
TPAHCIIOPT K IIa3MajieMMe M paclpe/ieiecHue B Hell Kak akBarmopuHOB, Tak u K*-kaHanoB

mreiikeproro tuna KAT1 u AKT1 (Sustr et al., 2019). Takum oOpa3zom, perysius
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00€eCIIeYeHHOCTH KJIETOK KaJMeM M BOJIOHM CBSI3aHA Ha MOCTTPAHCKPUIILIMOHHOM YpPOBHE.
WutepecHo, 9to B TO Bpemsi kak jgepunur K* mpuBOAMT K CHWIBHOW HHIYKIUH
TPaHCKPHUIIIIH T€HOB, KOJUPYIONINX CUCTEMBI TpaHcmopTa K BHYTph KIIeTOK, O110KaTOPHI
K*-kaHayoB 0Ka3bIBAIOT MPOTHUBOIOIOXKHBIH 3PPEKT.

Jedumur K npuBoauT k 3aMeicHu0 (IIOAMHOTO TPAHCIOPTa M HAKOILICHUIO
caxapo3bl B JIUCTBSIX, YMEHBIIEHUIO COOTHOIIEHUS «KOPEHBb/oOer» (4To pe3Ko
KOHTPACTUPYET C peaklueld pacTeHUI Ha 1e(PUIMT IPYruX MUTATEIbHBIX BELIECTB, KOTIa
COOTHOIIICHHE «KOPEHB/TI0OEr», HampoTHUB, yBeiauuuBaercs; Hermans et al., 2006), a
TaK)Ke BBI3BIBACT BOJAHBIN cTpecc (Sustr et al., 2006). Y mpopocTkoB apaduponcuca
nepunut K* TOpMO3HWT yuIMHEHHE KOpPHEH; OJHAKO I STOW peakiud HEOOXOIUM
¢dynkumonaneubiid kanan AKT1 (Lietal., 2017). Kanan AKT1 npexacrasnsercst Hanboee
MHOTOO0OCIIAIOIINM KaHIUIATOM Ha pojb ceHcopa ypoBHei K' B KOpHsX; paHee
aHaJIOTMYHAasl PoJib OblIa npeioxkeHa A Beinpsawisitonnx GORK-kananoB B KOPHEBBIX
Bosockax (lvashikina et al., 2001). Anamormyno, mnepenocumk HurpatoB CHLI,
BO3MOXXHO, UTpaeT poiib ceHcopa HutparoB (Ho et al., 2009). B nenom, Bce Oosbie
UCCJIEIOBAaHUM MMOKa3bIBAIOT, YTO MOHHBIE KaHAJIbl MOTYT UIPaTh POJIb B BOCHPHUITHH U
nepeaye CUTHAJIOB, TaKUX Kak 00eCHeueHHOCTh HYTPHUEHTAaMH, a TaKkKe aOMOTHYECKUI
ctpecc (Zhu 2016). Ilpenmomaraercsi, 4ro, codeTas o0e GYHKIUU, HAPYKy-
BeITpsAMIitoIIMe KanueBble kaHaiubl SKOR u GORK, nokann3oBaHHblE B KCWIIEME U B
AMUIEPMHUCE U KOpE KIETOK KOpHEH, COOTBETCTBEHHO, UTPAIOT POJIb CEHCOPOB aKTUBHBIX
dopm kucnopona (ADK) (Garcia-Mata et al., 2010, Demidchik, 2018).

Ha kierounom ypoBHe o gpoctynHocTd K, BEpOsSTHO, CHTHAIN3UPYIOT H3MCHEHHS
NOTEHIMaNa IJIa3MaTUYEeCKOH MeMOpaHbl, KOTOpas THIEPHOISIPU3yeTCsl BO BpeMs
nedunura K*, a take Ca?* m ADK kak BTOPUYHBIX MECCEHIKEPOB. Jlomrocpounas
anmanTtaiys K nepunuty K* Bkirroyaet n3MeHEeHuUs B YPOBHIX psiia PUTOTOPMOHOB U MOKET
HPUBECTH K CHUYKEHHIO IIUTO30JIbHBIX KOHIeHTpalmii K*, uTo nHruOupyer nupyBaTKHHA3Y
u apyrue pepments! (Leigh and Wyn Jones 1984, Ragel et al., 2019). Ognako Borpoc o
TOM, MEPEIAOTCS JIM CUTHAIBI O TOCTYIMHOCTH K™ Ha GoJbIe pacCTosHUS — OT KOPHEH K

no0Oeram — MeHee XOpoIIo u3ydeH. [lokazaHo, 4To UBMEHEHHsI YPOBHEW (PUTOTOPMOHOB,
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yMeHbIIIeHHe BbICBOOOKIeHHs K* n3 kcmimeMsl B moOerax, a TakKe HHAYLMPOBAHHBIC
BonHbl Ca?" ¥ M3MEHEHHWE BOJHOIO CTaTyca MOTYT BBICTYIATh CUTHadamu aepuuuta K*,
KOTOpBIE TEpEeNaloTCs OT KOpHEH K moOeram; B TO JXK€ BpeMs OBLJIO BBICKa3aHO
NPENOIOKEHHE, YTO CHIKEHHOE cojepkanre K™ Bo (iosmMe CUTHAIM3UPYET KOPHSIM O
ronoganun moberoB mo kammio (Ragel et al., 2019). bonee panHue wucciea0oBaHUs
aHAIM3WpOBaM BiUsHHE HexBaTkh K' Ha (OTOCHHTETHYECKYI aKTUBHOCTH B
NPUCYTCTBHU JIPYTHX CTpeccoB, Takux kak 3acyxa (Pier and Berkowitz,1987) wnm
saconenne (Ball et al.,, 1987, Chow et al., 1990). IlpumedareiapbHO, YTO aBTOPHI
00OHapYKHJTH, 4TO BO3IEHCTBHE HA (OTOCHHTE3, BRI3BAHHOE caMOii 1Mo cebe HexBaTkoi K,
3HAYUTETHHO MPEBOCXOIUT AP (PEKTHI, BRI3BAHHBIE OJTHOBPEMEHHOMN 3aCYX0H HITH COJICBBIM
ctpeccoM. OCHOBHBIMH pEakIWsSIMH Ha ACPUINT Kamus ObBUIM CHUKCHHE YpPOBHS
XJOPOPUIUIOB M yMEHBIIEHHWE KOJIMYeCcTBa peakuuoHHBIX IeHTpoB DCII, BhI3BaHHOE
IJIaBHBIM 00pa30M MHTHOUPYIOIIUM BO3CHCTBHEM HU3KUX ypoBHed K' Ha OmocuHTE3
Oenka B xyoporutactax. Hemasno Kalaji et al., (2014) mpoananu3upoBaiu BIUSHUC
nepunmra psma HyTpueHToB, Bkmoudas K m N, Ha pacTeHuss KyKypy3sl W TOMaTa ¢
HCIIOJIb30BaHNEM H3MepeHuil (iyopecueHuu xmopoduina, U HaOIoIamu  olIee
cHkeHne QorocuHTeTHUecKor A dekTuBHOCTU. B Hareit pabore ObUIO MOKa3aHO, YTO
OJIOKHpOBaHKME MOCTYIUICHUE Kalusl B MPOPOCTKH stumeHst uepe3 TEA*-uyBcTBUTEIBHBIC
CHCTEMBI TIOTJIONIEHUS KaJIvs MPUBOINIO K PA3BUTHIO YMEPEHHOTO BOJHOTO CTpecca, U B
COOTBETCTBUU C OTHUM AaKTUBUPOBAJIO pOCT KOpHEH, a Takxke akTuBHOCTH DCII
(Voitsekhovskaja et al., 2020).

[IpoBoasimyie TKaHU - Kcuiaema W (uiodMa - MPEATNOTOKUTENBHO MPEACTABISIOT
co0oit Hambozee yaoOHBINM TyTh IS TIEpeaddl CUTHAJIOB MEXIy KOPHEM H TOOEroMm.
W3BectHo, uto ABK Biamsier Ha MeMOpaHHBIM TMOTCHIMAN, a Takke Ha (yHkiuoo K-
KaHAJIOB, KaK B 3aMBIKAOIINX KJIETKAX YCTHUII, TAaK U B KJICTKAX KCHJIEMHOHN MapeHXUMBI
(Jezek and Blatt 2017, Roberts and Snowman, 2000). Takum 00pa3om, MOCKOIBKY
ceHcopHasi (PyHKIMsS ObLIa YCTAaHOBIIEHA JJISi TPAHCIIOPTEPA HUTPATOB ILIA3MATUUYECKON
memOpanbl (Ho et al., 2009) u npemtoxkena mas AKT1 (Li et al. 2017), mMoxHO

NPEANONIOKUTh, 4YTo K'-KaHambl MOrYT CHUTHAJIM3UpOBaTh o0 jgoctynHoctH K*

53



HETMOCPEJCTBEHHO Yepe3 MEMOpPaHHBIM MOTEHIMAJ KJIETOK KCHUJIEMBI, YTO MOTJO ObI
MHTETPUPOBATH CUTHAJIBI Ie()ULIUTA BOJIbI, KAJIUS U COJIEBOTO CTpEcca M MEpeaaBaTh 3Ty
MH(OPMALIUIO OT KOPHS K TIo0ery.

VYpoBuu kierouHoro K TECHO CBsI3aHBI ¢ JHEPreTHYECKUM METa0OJIM3MOM U
HHEPreTUYECKUM CTAaTyCOM PACTUTENIbHBIX KJIeTOK. MHorue (epMeHThbI, KOTOPBIM s
byHkroHupoBaHus HyxeH K, katanusupyrot peakiuu, pacxoayromue AT® (Wu et al.,
2018). Kpome Toro, K* HeoOX0auM JIs MOAICPIKAHUS DIICKTPOXUMHUSCKUX TPAJIUCHTOB,
KOTOpBIC Y pacTeHHi 3aBucAT OT moTokoB K™ u H' uepes masmaruyeckyio MeMOpany, a
takxke sHIoMeMOpansl (Sze and Chanroj, 2018). OcHOBHOM IBMKYIICH CHIION TPAHCTIOPTa
MOHOB W  PACTBOPEHHBIX BEIIECTB 4Yepe3 KIETOYHbIE MEMOpaHbl  SIBISETCS
IPOTOHJBMIKYIIIAsl CHUJIA, KOTOPasi 3aBUCUT OT PAa3HOCTH KOHIIEHTpanuil npoToHoB (ApH)
o 006e cTopoHbsl MeMOpaHbl. ApH 3aBUCHT OT pabOTHl MOHHBIX HACOCOB, BKiIrodas H'-
AT®a3el mrasmatnyeckoit MemOpanbl (P-AT®asb), Bakyouspueie H'-AT®aszer (V-
AT®a3e1) u H-mupodocdarassel Tunos I u II. IlpumedareapHo, 4TO aKTHBHOCTH P-AT®da3
u H'- mupodocdarassl I Tuna peryaupyercs K™ (Gaxiola et al., 2007). ITognepsxanue pH
BHYTPH SHAOMEMOPAHHBIX KOMIIAPTMEHTOB JJOCTUTAETCS IyTEM TPAHCIOKAIIMHI TIPOTOHOB
MPOTUB TPaJMEHTA UX KOHLEHTpauuu 3a cuer rujaponnza ATD. Opnako mnepeHoc
MPOTOHOB Yepe3 MeMOpaHy MOXKET ObITh 00€CTIeueH TOIBKO MPH AIEKTPUIECKOM OalaHCe.
[ToTokM Kayiusi BBIMOJHSAIOT 3Ty (PYHKIMIO HE TOJBKO B IUIA3MaTHYECKON MeMOpaHe U
TOHOILJIACTE, HO TAK)XXe B XJIOPOIUIACTaX M MHUTOXOHIPUSX, ryie oT moTokoB K 3aBucsr
co3aHue MpoToHABMXKYIIeH cuibl 1 cunte3 AT® (Carraretto et al., 2013, Trono et al.,
2015; Finazzi et al., 2015). Takum obpasom, ypoBau K* cBsizanbl kak ¢ cuaTe3oM ATD B
XJIOPOIUIaCTaX M MHUTOXOHJPUAX, Tak U ¢ rujgpoiuszom ATD B xone 3akucieHHs
aroruIacTa, BaKyoJr U APYTUX KUCIBIX KOMIIAPTMEHTOB, TAKUX KaK My3bIpbKH [ 0JIbIKH U
TGN/sunocoma (Bassil et al., 2011a, 2011b).

3a mocnennue 15 ner ObuIO OOHAPYXKEHO, YTO KajHid, B 3aBUCHMOCTH OT €ro
IIUTO30JILHBIX KOHIICHTPAIUH, UTPAET BAXXHYIO POJIb B «META0OINISCKOM TIEPEKITFOUCHUI
Mexay mnporpammamu kartabommsma u anabomusma (Leigh and Wyn Jones, 1984,

Armengaud et al., 2004, Demidchik 2014, Shabala 2017). Dto cBsizZaHO ¢ TeM, YTO Psi
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Metaboarueckux (EepPMEHTOB IS CBOCH aKTUBHOCTH HYKaaeTcs B K, KOTOpBIii He MOKET
ObITh 3amMeHeH Ha Na' winn kakoif-mu6o mHoit noH (Leigh and Wyn Jones, 1984). Tak, y
apabujorcuca KajJueBoe royiofjaHie BbI3bIBaeT MHrHOUpoBaHue Oonee 50 pepMeHTOB, B
TOM 4Kciie pepMEHTOB TJIMKOIN3a U IyTel accumuisiuu azota (Armengaud et al., 2009).
bosnee Toro, Hanmnure K* HeoOXoauMo AJsl MOIep KaHusl IPOIECCOB OMOCHHTEe3a Oeka
(Leigh and Wyn Jones, 1984). ¥V wmiexonuraromux uTo30ibHbI K' WHaKTHBHpYET
Kacma3pl, a moreps K KiIeTkamu, HaNpoOTHB, TMPHUBOAUT K  alONTOTHYECCKOM
nporpammupyemoii rudean kiaerok (ITIKC) (Remillard et al., 2004, Canu et al., 2005). V
pacTeHHii BhI3BaHHas cTpeccoM motepst K* kieTkaMu MOXeT BBI3BaTh OCTAHOBKY POCTa,
MHTMOMpOBaHHE MyTell OMOCHHTE3a M aKTUBALMIO KaraboiiM3ma, a B JOJITOCPOYHOM
nepcrektuBe Takxke npusectr K nHAYKIuU [IKC (Demidchik et al., 2003, 2010). Oxnako,
nepen 3amyckom IIKC morteps K' wieTkamMmum MOXET TIPUBECTH CHadala K
MEPEHANPABICHUIO KJIETOYHOW »HHEPrud HAa HWHAYKIUIO TPOrpaMM 3aluThl U
JETOKCUKANnK, Takux Kak aBTodarus (Demidchik et al., 2017). Takum o6pazom, HapyKy-
BeIpamisiomue kanueBble KaHaiabl GORK/SKOR wmoryTr crath MHOrooo6emaromei
MUIIEHBIO IS YITYYIICHUS! BBDKUBAEMOCTH CEIIbCKOXO3AUCTBEHHBIX KYJIBTYP B YCIOBHSIX
cTpecca, MOCKOJIbKY 4epe3 HHX, BO3MOXKHO, OCYIIECTBIISETCS MEPEKIIOUCHHE MEXKIY
KJICTOYHBIMHM TpolleccaMu aHa0omu3Ma M Karabonu3ma 3a CUeT W3MEHEHUH YpPOBHS
uTorutasMaruyeckoro kanus (Shabala 2017, Rabadanova et al., 2018, Wu et al., 2018).
Ocobass  poiab  OTBOAMTCS  KaJIWi® B OOECHEUEHUH  YCTOMYMBOCTHU
CEJIbCKOXO3AMCTBEHHBIX KYJIBTYP K 3aCOJICHUIO MOYB. MeXaHU3MBbI 3allUThl PACTEHUU OT
3aCOJICHHSI BKIIFOUAIOT JKCTPY3Hi0 MOHOB Na' W3 KIIETOK KOpHS, MPEIOTBpAIICHHE HX
HOTJIOIICHHST KCHIEMO, a TakKe KoMmmapTMeHTanu3anuio nonoB Na™ u Cl° B BakyoJisix,
9TOOBI 00€CTeYnTh MO IeP)KaHNe IUTO30JbHBIX W OPTaHEUTBHBIX KOHIIEHTPAIIMH ITHX
HMOHOB HIDKE Tokcuyeckux 3HaueHuit (Wu et al. 2018). Kanuii urpaer BaxkHyo pojib B
OamaHCUPOBAHUM OCMOTHYECKOTO JABJICHUS B KJIETOYHBIX KoMmmapTMmeHTax (Shabala,
2017), a Taxke B MOAJAEpKaHUM TIpaJueHTOB pH M 3nekTpuueckoro moTeHuHaga Ha
MIa3MaTH4eckoil MemOpane U Ha ’HA0MeMOpanax (Sze and Chanroj 2018). Bce ato

BIIOJIHE MOJKET OOBSICHUTH TOT (baKT, YTO B KJICTKax MGSO(i)PIJ'IHa KaK KOpHs, TaK U JIUCTa
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KPUTHYCCKHU BAXKHO IOAJACPKHUBATH OITHUMAJIBHBIC KOHIOCHTPAIINH K" Bo BpCMA COJICBOIO

crpecca (Demidchik et al., 2010, Shabala et al., 2005, 2006, Wu et al., 2018).

*k*k

Kak paccmotpeno Boite, Ser/Thr nporennkunasa Target of Rapamycin (TOR) u
koMmIuiekc kuHa3el SNRK1 perymmpyror Oamanc Mexay aHaOONHMYECKUMHU U
KaTa0O0JIMYECKUMU MPOLIECCAMHU, A TAK)KE MPEJCTABISIOT COOON LIEHTPaJIbHBIE PETYJIATOPHI
aBTOo(aruu y pacteHuii. B To ke BpeMsi BBIIBUHYTO MPEANOI0KEHNE, YTO IUTO30JIbHbBIE
ypoBaHn K' ciyxar «MeTaboNIMYecKuM IepeKiovyareieM» MEKIy aHaOoIM3MOM |
Katabomu3MoM. B COBOKYMHOCTM 3TH JaHHBIE T[O3BOJSIOT MPEAMNOJIOKUTh, YTO
UTo30JbHBIC ypoBHH K' Moryt BimsaTh Ha aktuBHOCTh kMHa3 TOR wmmm SnRKI1 wu
neperayy CUTHAJIOB 4Yepe3 3THU KHHA3Hble KoMIUIeKchl. OnHaKko, JaHHBIA BONPOC B
JUTEepaType HEe U3ydascs.

B oTnmume oT OpTOTOTUYHBIX KUHA3 APOXKIKEH M )KUBOTHBIX, Y PACTCHUHN TJIABHBIMH
peryastopamu TOR um SnRKI1 BpICTymamT MOJEKYJbl caxapoB H caxapodochartos.
Kunasuerii xommiekc TOR pacTeHmid akTHBHPYETCS B NPUCYTCTBHU TIFOKO3BI —
€IMHCTBEHHOTO TMOKa MeTaboJuTa, A KOTOPOro JIOKa3aHO MpSIMOE BIIMSHHUE Ha
aktuBHOCT, TOR y pacrenuii, a aktuBHOCTh KMHa3bl SNRK1 pactenuit perymupyercs
IJIaBHBIM 00pa3zoM caxapodocdaramu. CToNIb BakHAs pOJIb caxapoB U caxapodocdaToB B
peryJsiiuu 0ajlanca MeXly aHaOOJTU3MOM M KaTaOoJIM3MOM (COOTBETCTBEHHO KUHA3HBIM
komiuiekcaM TOR u SNRKT1), Bo3moxkHO, cBsi3aHa ¢ TEM, UTO UMEHHO caxapa — IPOJYKThI
¢dorocuHTe3a - 00ecneurnBalOT MPUTOK SHEPruu B MeTabonus3m pacteHuid. [lockonbky
aktuBHOCTH SNRK 1 3aBHCHT OT SHEPTETHUECKOTO CTaTyCa KIETKH, MOKHO TIPEIOTI0KHTh,
YTO OSTa KHHAa3a YYacTBYeT, HANpsSMYyI WIM OINOCPENIOBAaHHO, B  PEryJsluu
(OTOCHHTETHYECKOW MPOAYKUIMU DSHEPrUM B XJOporjactax Ju0o ee ajanTaluu K
noTpeOHOCTSM KJIETKH B YHEPTUU W caxapax. OJHaKo, 10 HACTOSIIET0 BPEMEHH TaHHBIN

BOIIPOC HC UCCIICOOBAJICH.

56



2. MATEPUAJIBI U METOJbI

2.1.  OObeKT uccjieT0BAHNS U YCJIOBHSI BbIPAIIUBAHUS

Bce skcnepumenTtsl npoBeneHbl Ha Pesymke Tams - Arabidopsis thaliana (L.)
Heynn. (cem. Brassicaceae). beutn ucnonb3oBanbl pactenus A. thaliana mukoro tuma
skotunioB Columbia (Col-0) u Landsberg erecta (Ler) (Horrunremckwii meHTp
Apabunoncuca, Benukoopuranusi), Tpancrennsie JuHu KIN1ORNAil, KINTIORNAi2
(;uanm co cHmkeHHBIM ypoBHeM dkcrpeccun KIN10), KIN100OX1, KIN100X2 (nmuaun
co ceepxakcnpeccueit cyobenuanisl KIN10), u tpancrennas muaus p35S::S6K1-FLAG
co cBepxakcnpeccueit rena A. thaliana S6K1 (AT3G08730), koaupyromiero 0CHOBHON
cyocrpar dochopmnupoBanuss TOR - Germox S6K1, meuensrit terom FLAG. Jluauu A.
thaliana ¢ w3MenennbiM ypoBHeMm odkchpeccun Tena KIN10 (AT3G01090) -
KaTaJIUTHIeCKON cyObeauHuIbl kuHa3sl SNRK1 Obuta smobe3no mpenoctasieHa Dr Filip
Rolland (Katonuueckuii YauBepcurer 1. JleBeH, benbrust), a muaust p35S::S6K1-FLAG
Obuta Jro0e3Ho mpemoctaBieHa Dr. Jen Sheen (I'apBapackas MeIUIIMHCKas IIKOJIA,
Maccauycerc, CIIIA).

Tpancrennsie JsmHEE  KIN10OX wu  KIN1ORNAI Obuth  creHepupOBaHBI
KOJJICKTUBOM aBTOpOB pabotel Baena-Gonzalez et al.,, 2007. Jlns mnonydeHus
ceepxakcnpeccun KIN10 mocnenoBaTeabHOCTE ObLTa CIMTA C TeMarrIFOTHHUHOBBIM TaroM
Y TIOJIYYEHHBIN KOHCTPYKT MOMEIIEH MEXay mpoMoTtopoM 35S u tepmunaTopoM NOS B
BekTop akcnpeccun PCB302. Jlnsg monmydeHus TpaHCTEHOB CO TOJABICHHOH, HO HE
MOJIHOCTbI0 MHTHOMPOBAHHOM OJKCIpeccuei reHa, wucnoib3oBaiu wmeton PHK-
untepdepentuu. st storo Ha nocneanue 238 m.H. kogupytomeit obmactu KIN10 Obuin
NOCa’keHbI TpaiiMepsl B 00enXx opHeHTaMsAX (IpaiiMepsl: 5 -Cgg gat ccc age age gea gat
ggt atg-3°, 5°- aggcctcatgccatggtcagaggactcggagcetgag-3’), y4acTku mociaeoBaTeIbHOCTH
B 00€MX OpPHEHTANMIX, pa3/IeJICHHbIE MHTPOHOM, OBLTH KJIOHUPOBAHBI B TOT € BEKTOP

(Baena-Gonzalez et al., 2007).

2.1.1. TloBepxHocTHas crepuauzanus cemstH Arabidopsis thaliana
Heo0OxoanmMoe KOJMUYECTBO CeMsIH MEPEChINaid B IUIACTUKOBYIO MPOOUPKY THUIIA
Onnengaopd u 100aBIsIM ~2 M CTEPUIIM3YIOIIEr0 pactBopa. HWHKyOupoBai,
MEePHOIUYCCKH TOKauuBasi, B Te4yeHHe 8-12 MHUH B 3aBUCHMMOCTH OT reHoruma. [lo
UCTCUCHUH YKA3aHHOTO BPEMEHH C T[OMOIIbI0 MUIEeTKH IlacTepa oTOHMpamu

CTEpUWJIM3YIOIUM PacTBOp M CEMEHa S5 pa3 IMPOMBIBAIM  aBTOKJIABUPOBAHHOU
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muctinpoBanHoi Bomoit (dH20), mepememmBas mokadnBaHueM. [locie MPOMBIBKH
cemena 3anuBanu 70% 3TaHOJIOM W BBIACPKHBAIN 3-5 MUHYT, IMOCTOSIHHO IMOKA4HBasil.
[loce ynmameHus 3TaHOJNA CEMEHAa TakXke S5 pa3 mpombiBamu crepwibHOi dH20.
[ToBepXHOCTHO CTEPHIIN30BaHHBIC CEMEHA pecycreHaupoBaiu B crepwibHoM 0,1% arape.

CocraB cTepuiu3yoiero pactsopa (STS):

o 40% (06/06) JomecToc (COIEPKUT TUIOXJIOPUT HATPUS ~5% 06/00)

. 0,2% (06/06) Tween 20 (Reagent grade, Helicon)

o 59,8% (06/06) dH20

2.1.2. BouipamuBanue A. thaliana B crepuiibHO# KyJbType U TPyHTe
2.1.2.1. BpipammBanmue A. thaliana B crepuibHoii KyJbType

B paGote ObuM MCTIONB30BAHBI PACTECHUS, BBHIPAIICHHBIC HA MUTATEIHLHOU Cpeie
Mypacure — Ckyra (MS; Murashige, Skoog, 1962) c noGasnenuem 1% caxapa
(caxapo3a/rmroko3a), TIOTHBIM cojiepKaHueM coseiir MS wiu ¢ u3MeHeHHBIM HaOOpOM
coneit (2.1.2.2). Cpenpl crepunn3oBanu B aBTokiase Hirayama HVA-110 (HIRAYAMA,
Snonus) npu temneparype 121°C u moBBIIIIEHHOM JaBiieHHH B TedueHue 20 muHyT. B
namuHapaoM Ookce (BJI 1200, «CAMIIO», Poccusi) mocme octeiBanus mo ~60°C
aBTOKJIABUPOBAHHBIE CPEJlbl 3aJMBAIM B IUIACTUKOBBIC Yaliku [leTpu u ocTaBisuiM 10
MOJTHOTO 3acThiBaHMA. Ha TOTOBBIE cpeabl BBICAXKHBAIM CEMEHA, MPEIBAPUTEIHHO
TIOBEPXHOCTHO CTEPHUJIM30BaHHbIE U pecycnenaupoBanubie B 0,1% arape (Sigma-Aldrich,
USA) ¢ nomompto crepuinbHOi nunetku [lactepa unu 3y6ouncTku. Yamku ¢ ceMeHaMu
JUIs cTpaTUUKalMKM TOMEIaau Ha JBoe CyTOoK B XxojonuibHuk mpu +4°C. Tlocne
cTpatudukanuu Jamku nepeHocusu B ycnoBus 20 - 22°C, BnaxxkHocTh Bo3ayxa 80%,
WHTEHCHBHOCTH ocBerieHus: 120 Mxmonb M2 ¢l dbotonepuoa 16 4 — AeHb, 8 U — HOYb.
N3mepenus npoBoawiin Ha 9-14 nHEBHBIX MPOpocTKax. Bo3pact pacteHuii onpenessiiam ¢
MOMEHTA MPOPACTAHUS.

Cpena MS1 (pH 6.0):

o 4,405 t/n  cyxoi cmecm Murashige — SKoog, BKirOYaromieii MHKpO- |
MakpoaJeMeHThl, Butamunbl (Duchefa Biochemie, P12965.01)

o 1% (m/06) caxaposa (USP-NF grade, Helicon)
. 0,35% (m/06) durarens (Sigma-Aldrich, P8169)
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2.1.2.2. BeipammBanme A. thaliana B crepuiibHOIi KyJIbTYpe Ha cpeaax ¢
PA3IHYHBIM COIePsKAHUEM KaJIus

Cpenpl coctasisid Ha ocHoBe MS1 (2.1.2.1), ogHako ObLIH BHECEHBI H3MCHEHUS.
B kauectBe xenupyromiero arenra 0pu1 B3sT arap (1 % m/00., Sigma-Aldrich, A1296), a
He QurTarenb, MOCKOJBKY B TPEIBAPUTEIBHBIX AKCIEPUMEHTaX C TOMOIIBI0 ATOMHO-
aJICOPOIIMOHHON CIIEKTPOMETpHH OBUIO YCTAHOBJIEHO, YTO COJCp)KAaHWUE Kallus B arape
cocrasuino 0,04 mr/kr, Torga kak B ¢urarene — 3,2 mr/kr (Padamganosa K.K., 2017). dus
AKCIIEPUMEHTOB TOTOBHIIN CPE/IBI CIEAYIOMIETO COCTaBA!

1. Cpeza ¢ MOJHBIM COCTABOM MaKpO- U MUKPO3JIeMeHTOB (B T.4. 2 MM K™) u
1% (M/00) caxapossl, uto coorBercTByeT 30 MM (Cpema «K/Suc» - «HOpManbHOE
coJiep KaHHE KallUs, caxapo3ay);

2. Cpena ¢ MOJHBIM COCTABOM MaKpO- U MHUKPO3JieMeHTOB (B T.4. 2 MM K¥) n
¢ 30 MM rroko3sl (Cpena «K/Glcy - «HOpManbHOE cofiepykaHie Kallus, TITF0K03a»);

3. Cpena co camkennbiM cogepskanuem K™ (0,01 MM) u 1% caxaposst (Cpena
«lowK/Suc» - «aedunur kamus, caxaposay);

4, Cpena co cumxenusiM comepxannem K* (0,01 MM) u 30 MM 1ItOKO3BI
(Cpena «lowK/Glcy - «medumuT kamus, riIroKo3ay).

[TonHBIM cocTaB MUTATENBHBIX CPE MPEICTaBICH B Tabmunax 1 u 2.

Tadauna 1. KoHnenTpanum Makpo31eMEHTOB B MUTATENbHBIX cpenax 1-4.

BemecTBo Konnenrpauus, MM

[cpena «K/Sucy» «K/Glcy «lowK/Sucy» «lowK/Glcy
NaH2PO4 0,5 0,5 0,5 0,5
MgSOs 0,25 0,25 0,25 0,25
KNOs 2 2 -

KCI - - 0,01 0,01
CaCl; 0,5 0,5 - -
Ca(NOs): - - 0,5 0,5
NaCl 1 1 - -
NaNOs - - 1 1
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Tabauua 2. KoHmeHTpanuym MHKpPOSJIEMEHTOB W BUTAMHUHOB B ITHTATEIbHBIX

cpenax 1-4.
BemecTBo Koneunas BemecTtBo Koneunas
KOHIICHTpAIIHS, KOHIICHTpAIIHs,
MKM MT/T
MnSQOq4 1,8 [y 2
H:BO3 45 Muo- 2
WHO3HTOJI
ZnS0Oq 0,38 Huxorunosas 0,5
KHCJIOTa
CuSO4 0,16 [Mupugokcuna 0,5
THIIPOXJIOPHU]T
(NH4)sM07024 0,015 Tuamuna 0,1
THIIPOXJIOPHU]T
CoCl> 0,01
Fe(ll1)-Na-EDTA 42,5
JUis  TpPUTOTOBJICHHSI CpPell HWCIOJB30BAIM PEAKTUBBI CO  CIEAYHOIIUMH

xapakrtepuctukamu: caxapo3a (USP-NF grade, Helicon), D-rmoko3a (Y, Bekrton),
NaH2PO4 2-x Bomusiii (Y, Bekton), MgSO4 7-soausbiii (YA, Bekron), KNOs (YA,
PeaktuB), KCI (XY, Peaktus), CaCl, 6e3Boanstii (U, Bekron), Ca(NOs)2 4-Bomusiii (Y,
Jlenpeaxtun), NaCl (XY, Jleupeaktu), NaNOz (XY, Jlenpeaktus), MNSO4 5-Boansrii (U,
JlenpeaktuB), OopHas kucinora H3BOs (XY, Bexrton), ZnSOs 7-Bomnbiii (XY,
JlenpeaktuB), CuSOs 5-Bogubiii (YA, JleHpeakTHB), aMMOHUIA MOJUO/IEHOBOKUCIBIN
(NH4)sM07024 4-Boansbrit (XY, Jienpeaktus), CoCl, 6-Bonusriii (U, JIeHpeakTHB), MIIAIUH
(Pharma grade, Panreac), wmuo-unozuton (Duchefa Biochemie, Netherlands),
HukotuHoBas kucioTta (Roth, Germany), nupugokcuna rugpoxiopun (Roth, Germany),
tuamuHa ruapoxiopua (Roth, Germany), Fe(l11)-Na-EDTA (100MM FeSO4*7H.0 (XU,

Jlenpeaktur), 100MM Na;EDTA (YJ1A, Reanal, Benrpus), pH 5.5).
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2.1.2.3. BeipammBanmue A. thaliana B crepuiibHOI KyJIbTYpe Ha cpeaax ¢
nodasyenunem 3-MA

[IpopocTku BeIpaliBaii Ha BEPTUKAIBHBIX YalllKaX ¢ TPeMs TUIIAMU
MATATENBHON CPEBI:

1. Cpena «HOpMaIbHOE COJIEpKAHUE KK, caxapo3a» Kak onucaHo B 2.1.2.2;

2. Cpena «HOpMaTbHOE COAEPIKaHNE Kalus, Oe3 caxapo3bly,

3. Cpena «aedunuT Kaaus, caxaposa» Kak onucano B 2.1.2.2.

B kagectBe xenmpyromiero areHta ucrnonb3oBanmu arap (0,75% wm/06., Sigma-
Aldrich, A1296). Uepes ceMb aHEH MOJOBUHY MPOPOCTKOB C KAXKIOHM YAIIKH MEPECHOCHIIH
B YalllKH, COJIEpIKaIIHe Ty K€ Cpely U KOHIIEHTpAIUIO arapa, Ho ¢ fobasienueM 5 MM 3-
MetminageHuHa (3-MA) — unruburtop xomruiekca PI3K, kotopslii goGaBisiin B BHIE
CTEpHJILHOTO PacTBOpa K 3aTBepjeBalOIIeMy OXJaxiaecHHoMy g0 ~60°C arapy. [lns
MOJIyYEHHUS CTEPHUIIBHOTO CTOKA MPOBOIMIM GHIbTpaIuio pactBopa 3-MA (Sigma, Israel)
yepe3 bmbTp 0,22 mxMm Syringe Filter (Jet Biofil) u crepunbHbIi HmInpUIl B JTaMUHAPHOM
ookce (BJI 1200, «CAMIIO», Poccust). Yepe3 nBa AHs pocTa MPOPOCTKOB Ha cCpeje
¢ 3-MA ux cobupanu ¥ TOTOBWJIM OEIKOBBIE SKCTPAKTHI JUIs UMMYHOOJIOTTHHIA, Kak

omucado B 2.2.3.1.

2.1.2.4. BwipamuBanmue A. thaliana B rpynre
Cemena pactenuit A. thaliana moBepXHOCTHO CTEPHJIM30BaIM W BBIPALIMBAIN B
CTEpWJIbHOU KyNbType cornacHo myHktam 2.1.1. u 2.1.2.1. [lanee 14-gHeBHBIC TPOPOCTKH
MIEPEHOCUIIN B MOYBEHHBIN TPYHT (TpyHT:Topd 1:1) M BhIpamuBamu 10 6-7 HEAETHHOTO
Bo3pacta npu Ttemmeparype 20 - 22°C, BmaxsHoctu Bo3ayxa 80%, HMHTEHCHUBHOCTH

ocsemenus 150 mxmons M ¢t, poronepuon 16 4 — 1eHb, 8 4 — HOUYB.

2.1.25. BeipamuBanme A. thaliana B rpyHTe B yc10BHusIX €0J1eBOT0 cTpecca
JIJ1s1 co31aHMSI COIEBOTO CTPECCa SKCIIEPUMEHTAIBHYIO TPYIITY B3POCIBIX PACTCHHH
4yepe3 JeHb, B TeueHue 7 cytok nmoiuBanu 10% pactBopom Xormanaa (Hoagland, Arnon,
1950) ¢ no6aenennem NaCl (XU, JlenpeakTuB) B KOHe4HOW KOHIeHTpaimu 100 MM u3
pacdera 30 mu Ha ropmok (0,5 1) ¢ 4 pacreHusiMu. KOHTpOIIBHYIO TPYIy pacTeHUM
MOJIMBAJIA C TAKOH )K€ MEPUOJAUYHOCTHIO M TeM ke KoinrmdecTBoM 10% pactBopa Xornanaa

0e3 noodasiennsa NaCl.
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2.2. MeToabl HCCIeT0BAHUSA
2.2.1. MopdomeTpuiecKue MeTOAbI
I/I3MepeHHe JJITMHBI KOpHeﬁ U 1uiomaad JIMCTOBBIX INIACTUHOK IIPOHU3BOAMUIIN C
nomonipio mporpaMmmel UTHSCSA ImageTool for Windows version 3.0 (The University
of Texas Health Science Center in San Antonio, USA) na ¢otorpadusx 11-aHeBHBIX
NPOPOCTKOB, TMOJIy4eHHBIX ¢ momoiisio Epson perfection 3200 Photo (Seiko Epson

Corporation, Smouust).

2.2.2. MeToabl MOJIEKYJISIPHOI OMOJI0THH
Jlna Beimenenust PHK, kak u 11 Bcex ApYrux MOJEKYJISIPHO-OMOJOTUYECKUX
METOJIOB, TNPUMEHEHHBIX B JIaHHOM paboTe, HCIONB30BATH TOJIBKO CTEPUIBHYIO
(aBTOKJIaBUPOBAaHHYI0) CTEKJIIHHYIO U IUIACTUKOBYIO MOCyly. Bce pacTBOpbI rOTOBHIIM Ha
CTEpUJILHOW (aBTOKJIABUPOBAHHOMN) JIeMOHH3WpOBaHHOW Boxe. Ilponeaypst 0ObIYHO
BBINIOJHSUINCh HAa JbAy. LleHTpudyrupoBanm o0pas3ipl, €ciau HE yKa3aHO HWHOE, B
HactonbHOM 1eHTpudyre Eppendorf 5415 R (I'epmanus) npu MakCUMallbHOW CKOPOCTHU

13000 06/mun (16060xg). O6pasust PHK xpanumu npu —80° C, a JJTHK — mpu —20° C.

2.2.2.1. Bbigenaenue TotaabHoii PHK

JUiss MOJEKYJSIPHBIX pa0bOT HMCIONb30BAM HABECKH PACTUTENILHOTO MaTepuaia,
MPEIBAPUTEIHHO 3aMOPOKEHHBIE B KUAKOM a3oTe u xpanuBimmecs mnpu -80°C. s
BeineneHns PHK ucnons3oBanu pearent «ExtractRNA» (Poccus, EBporen, BC032).

Brlaenenre npoBOAWIN IO CIEAYIOIIENH CXEME:

o HaBecky pactutenbHoro marepuana (100Mr), pacTupanau B )KUIKOM a30Te C
nobasienuem nosmkiapa AT (Serva, Germany) u nmepeHOCHIN B INIACTHKOBYIO TIPOOUPKY
tuna nmneHaopd.

o JoGasnsiu 1 mut pearenrta «ExtractRNAY, oTTauBaiu npu nepeMeiinBaHuu
Ha Vortex u mHKyOupoBaiu mnpu komHatHOW Temmepatype (RT) B Teuenme 15 mMunyT
NEePUOJUYECKH TOMEIITNBAS.

o Lentpudyruposamu auzat 10 mun npu 12 000g u t= +4°C

o OTtOupanu cynepHaTaHT B HOBYIO TPOOHPKY

o K cynepnaranty go6apmsumm 200 Mk xmopodopma u 15 ceKyHI CHIBHO
TPSICIINA B PYKE.

o WNukyOupoBanu B TeueHne 5 MuHyT npu RT, mepuoaudecku BCTpsIXuBas
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o Lentpudyruposamu 15 munyt npu 12 000 g u t= +4°C

o OT6upanu BepxHIOK BOJHYIO a3y B MpoOupKy Tuma dnumneHaopd, nzderas
nepeHoca nHTepdasspl

o B Boanyto da3zy nobasnsimu 500 Mk 100% u3onponaHoia, Ha KaKaslid 1 mi
pearenta «ExtractRNA»

o Nukyouposanu cmech 10 munyT npu RT

o Lentpudyrupoanm o6pasibl 10 MunyT Ha 12 000g mpu RT

o VY nansnu cynepHaTaHT

J K ocagky mobasmsum 1 ma 75% staHona

o Lentpudyrupoaim oo6pasibl S muHyT Ha 12 0009 mpu RT

° Y nananu sTaHoN
° Ocanok BBICYIIMBAIM NOJ TSATOW B T€YEHHUE S-7 MUHYT
o s pactBopenust PHK no6asisim 20-30mkin dH20, Harpetoii 1o t=+60°C

U TIepeMEeIITNBaJIH MUIIETUPOBAHUEM.
Breinenennyto PHK  xpanmwmm mnpu  -80°C. KawectBo PHK  ompenensnm
CHEKTPOPOTOMETPUUYECKH TIO COOTHOIIEHUI0 Tokazareneit OD260/280 u OD260/240, a
TaKKe C MOMOINBI0 3JeKTpodope3a B arapo3HoM reine B kamepe Mini-Sub Cell GT
(BioRad, CIIIA) ¢ wucrounukom Hampsbkenusi PowerPac Basic (BioRad). B paGore
HCII0JIb30Baii 00pas3iibl co 3HaueHussmMu 0D260/280=1.8-2.0 u OD260/240= 2.0-2.2.

2.2.2.2. Owumncrtka totanbHoii PHK ot nosmcaxapuaon

[Ipu pabore ¢ NHUCTHSIMU B3pOCIBIX pacTeHuit npooawnn o4yuctky PHK ot
nonucaxapusoB. [locne stama ynaneHus sTaHoja B mpoTokosie 2.2.2.1, noGaisiu
CJIEIyIOLIUE 3TaIIbI:

o K ocanky, conepxamemy PHK noGaensimm 1 mn 3M arnerara Hatpust 3-x
BogHOro (X4, BekroH, Poccus) (pH=5.2), nepememmBanu Ha Boptekce Vortex V-1 plus
(Biosan, Latvia) u nHKyOupoBany 5 MUHYT Ha JIby

o Hentpudyruposanu 10 munyt nipu 12 000g u t=+4°C

° Y nansanu cynepHaTaHT

Hanee nponomxanu Beiaenenre PHK kak onucano B 2.2.2.1.
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2.2.2.3. Daekrpodope3 PHK B arapo3znom rese
Onekrpodoperndeckoe pasnencarne PHK npoBogwmu B 1% araposnom resie Ha
ocHoBe Oydepa TAE ¢ nobasnennem nuatepkaiupyromero kpacutesns 0.3 MKT/MIT 3TUIUYM
opomuga EtBr (buomnoT, Poccus) B reuenne 30 munyT u Hanpspkernu 80B B kamepe Mini-
Sub Cell GT (BioRad, CIIIA) ¢ uctounukom Hampsbkenuss PowerPac Basic (Bio Rad).
["enb-moKyMeHTaIuio mpoBoauIn ¢ momoiisio cucreMbl Gel Doc XR (Bio Rad, CIIIA).
TAE 6ydep (pH 8.0):
e 40 mM Tris (Ultra Pure Grade, Helicon)
e 1 mM Na:EDTA (Y/1A, Reanal, Beurpus)

e 20 mM tpuxiopykcycHas kuciiora (umi, JIeHpeakTHB)

2.2.2.4. OmnpenejieHHe KOHIEHTPANMU HYKJIE€HHOBBIX KHCJIOT
Jlns u3mepenust konnentpanun PHK ucmonb3oBanu Habop pearentoB Qubit RNA
BR Assay Kit (ThermoFisher Scientific, Q10211). OGpa3iisl 1 cTaHAAPTHI BBIICPKUBAIIH
NpY KOMHATHOW TEMIIEpPaType B TCUCHUE 5 MUHYT, MOCJIC YETO MPOU3BOIMIN U3MEPEHUS

Ha Qubit 4 (ThermoFisher Scientific), corinacHO HHCTPYKIMH IPOU3BOIUTEIIA.

2.2.2.5. Oumncrtka totanbHoii PHK u nocranoBka 00paTHOii TpaHCKPUIIIIUH

Hns ynanenus npumeceit renomuoit JIHK u3 monmydeHHbIx 00pa3iioB TOTaTbHOU
PHK mnpumensiim obpabotrky JIHKazoit. U3 kaxkmoro obpasma orOupanu o0bem,
conepxkamuii 1Mkr PHK u moBoamnu o 8mka dH20. K obpasmy mo6asmsaun 1 mxa 10x
oydepa miaa JIHKa3w1 |, 1mxa JIHKaser | (ThermoFisher Scientific, Maxima First Standart
cDNA Synthesis Kit, K1672) u nakyouposanu npu 37°C 30 munyTt. [1o ucteueHnn 3Toro
BpPEMEHHU 00Pa3Iibl IEPEHOCUIIH Ha JIE].

[Ipouenypy cunresa k/IHK npoBoauiin corsiacCHO peKOMEHAAUAM POU3BOIUTEIIS
¢ ucnone3oBanreM Maxima First Standart cDNA Synthesis Kit (K1672, ThermoFisher).
TotroBun Master Mix u3 pacuera Ha 1 oOpaserr:

e 4 mkx 5X Reaction Mix
e 2 mxia Maxima Enzyme Mix
e 4 mka dH20

Cwmech nepememBanu Ha Boptekce Vortex V-1 plus (Biosan, Latvia) u no6asisiiu

k 10 mxn o6paborannoit IHKa3o0it PHK. MukyOuposanu 10 mun npu 25°C nuig akTuBanuu

depmenta u 30 mun mpu 50°C Ha ThermoShaker TS-100 (BioSan, JlatBus) mis cuHTE3a
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k/IHK. WnaktuBamuio ¢epmenta mpoBoaminu Ha Tepmobioke mpu 85°C B TeueHue 5

MHHYT, IIOCJIC 4YCT'O 06pa3u1>1 Cpa3y INCPCHOCUIIN Ha JICA JO ITOJJHOI'O OCThIBAHUA U KPATHO

neaTrpudyrupoBamu. O6pasisr xpanwmm npu -80°C.

2.2.2.6.

HonnMepaanaﬂ HeIHasi peaxkuust

Jlns npoBepku kadectBa ouncTku PHK u cunresnposannoi k/IHK crasunnm [P ¢

npaiiMepaMu K yOukBuTHHY (Ta611.3). M3 HaOopa mist mposeaenus TP (Cunron, Poccust)

rotoBuwin Master Mix u3 pacyera Ha 1 peakuuto:

0, 25 mxi JIHK-nmonmumepassr Taq (Cunrton, 5 e.a./mMki)
2 mxa 10x 6ydepa s JIHK-nmonumepasbl

0,16 mxst ANTPs (25MM)

1 mMxn 5’°- mpaitmepa (10nkmMomb/ M)

1 mxn 3’- mpaitmepa (10mKMoITB/MIT)

B kaxnayro mpobupky Tumna dnmneHnopd ¢ peakimoHHOW CMEChIo A00aBisum mo 1

Mk (5ur) JIHK/PHK u noBoaunu o6bem 1o 20mkit. [P npoBoauiu ¢ B aMiuirdukaTope

Thermal Cycler C1000 (BioRad, CIIIA). [Iporpamma cocTosiia U3 CJICIYIOIINX TArOB:

1)
2)

Jenaryparus maTpunbl ipu 95°C — SmuH;
34 1ukna us:

a) Henarypanusa JJHK npu 95°C — 30c;

6) OTxur npu 52°C — 30c;

B) Dnonrarus npu 72°C — 75.;

3) 3aBepienue cuntesa JJHK mpu 72°C — Smun

2.2.2.1.

IIIIP B peaibHOM BpeMeHHU

IIpu nocranoBke I[1IIP-PB ucnons3zoBanu 10ur k/IHK Ha 1 peakuuro. ['oroBunu

Master Mix ¢ ucrions3oBanuem peareutoB (Cunron, R-402), u3 pacuera Ha 1 peakiuio:

0,125 mxn JIHK-mmonmumepassl Taq (CunTomn, 5 e.a./MKI)
1 mxn 10x ITLP-6ydep + SYBR Green

1 mxst dNTPs (2,5MM)

1 Mk MgCl>

0,3 mxx 5°- npaiimepa (10nxmosns/mi) (EBporen)

0,3 mki 3’- npatimepa (10mxmons/mi) (EBporen)

4,275 mxa dH20.
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[P B peansHOM Bpemenu npoBowui Ha Eco Real-Time PCR system (Illumina,
CHIA). ITporpamma BKITIOUajIa CIEAYIOIIME ITAIIBI:

1) Craaus aktuBanuu nosmmMepassl mpu 50°C - 10mun

2) 42 nmKia aMIIuQUKaAIAN:

a) [lenarypupoBanue quk mpu 95°C — 15c¢;

0) Omxur npaiimepos mpu t=(Tm +2°C) — 30c;

B) Ononrarus ipu 72°C — 30c

3) IMocTpoeHKe KPUBBIX TUIABICHUS:

a) 95°C — 15c;
0) 55°C — 15c;
B) 95°C — 15c.

Jlis pa®oThl HMCHOJIB30BAJIIM TOJBKO T€ TMaphl MpailMepoB, KOTOpbIE MpHU
MPEIBAPUTEIHLHOM TECTHPOBAHUU JIaBalld OIUH MPOIYKT MPU aMIUTU(DUKAIMN U UMENN
apdektuBHOCTE >95%. [l pacdyeTa ypOBHS OKCIPECCHU TEHOB HCIOJIb30BaIN
cnenyromyro Qopmyny: 24¢ (Schmittgen T.D., Livak K.J., 2008). IlIpaiimepsl,
UCIIOJIb30BaHHBIE B pa0oTe, MpeICcTaBlIeHbI B Ta0IHIIE 3.

Tadmuua 3. [TocnenoBarensHocTy npaiimepos i [ILIP u PB-T1L[P.
O6o3nauenus: Y=C/T, R=G/A.

I'en [Tpaiimep [TocnenoBaTensHOCTD (57-37) Tm

BripoxaeHHbIe paiiMepbl

[Ipaitmepbl K yOUKBUTHHY
Ubi(DKN)-forward ATGCGATYTTTGTGAAGAC -
Ubi(DKN)-reverse ACCACCACGRAGACGGAG -

Crennduueckue mpaitmepsl

Pedepencubie npaiimepsl

AT3G18780 | AtAct2- forward TCCTCTCCGCTTTGAATT 47,8°C
AtAct2-reverse CCAGCCTTCACCATACCG 52,6°C
AT3G01090 | AtKIN10- forward ACCACCTCATCGAATCGCTC 55°C

AtKIN10-reverse GGATGAGCCCGAGACTGAAG 60°C
AT3G29160 | AtKIN11- forward ATTCTCGGATCTACTCCAAGACG | 47,8°C
AtKIN11-reverse ATCTCCCTCCTCACTTTCTCT 47,6°C
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AT1G12000 | AtPFK2- forward TTTGTCTGGAGGTCAGGCAC 53,8°C

AtPFK2-reverse CACCGATAACCACCAACCCA 53,8°C
AT2G36580 | AtPrK2- forward AGCTTTAGCGGAGCCTTTGA 51,8°C
AtPrk2- reverse AAGACCGAGACAACGACTCAC |54,4°C
AT2G47510 | AtFum2- forward CCGTCTTCCAAGTTTTACTGTCA |53,5°C
AtFum2- reverse CCTTGGCAGCGCATTTCTTC 53,8°C
AT5G11670 | AtINADP-ME1- CGTCTACGGTGAGGATTCCG 55,9°C
forward
AtNADP-ME1- CGCTGCAGAGGAACAGTGTA 53,8°C
reverse
AT3G17820 | AtGIS2- forward GAGTGGGACGTGACACAGAG 55,9°C
AtGIS2- reverse CGAGTATGGTCGTCTCAGCG 55,9°C

AT5G07440 | AtGDH2_2- forward | AGCGAGCTTGAGAGGTTGAC 53,8°C
AtGDH2_2- reverse | AAGAAGAGCTTCGGTGGCAA 51,8°C

AT5G53460 | AINADH_GLT1- TTTAAGGCCGAGTATGGCCG 53,8°C
forward
AINADH_GLT1- ACGCCTGTGTGTCCTCTAAA 51,8°C
reverse

AT1G66200 | AtCGlutS1- forward | TTGTACCGGTTGACACTGCC 53,8°C
AtCGlutS1- reverse | ACGCAACGATCTTGTGAGTC 51,8°C

AT1G37130 | AtNIA2_1- forward | AACAGCAACGCCGTGTACTA 51,8°C
AtNIA2 1-reverse | ATTGGGCTTTAGGGACGTGG 53,8°C

2.2.3. Metoabl pa6oThl ¢ DeIKaMu
2.2.3.1. BplaejieHHe CyMMapHOro 0e/iKa U3 paCTUTEJbHOI TKAaHU
PacTBopumyto (hpakiuio cyMMapHOTO OeliKa BBIAEISUIN U3 HABECKH PACTUTENILHOTO
matepuana Maccoir 200mr mo mportokoiay (Shen H. et al., 2008) ¢ ueGombiMH
MoudukanusaMu. HaBecky roMOreHHU3UpOBAIH B KUIAKOM a30Te ¢ Ao0asiienuem Polyclar
AT (Serva, Germany), mo6asmsiin 100 MK mpeaBapHUTEIbHO OXJIaxaeHHOro Oydepa
MOPS (pH 7.6), conepxamero 100 MM MOPS (Ultra Pure Grade, Helicon), 100 MM NacCl
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(XY, Jlenpeaktus), 5% wnatpuii noxericyabdar (SDS, Biotechnology Grade, Helicon),
0,5% B-mepxanrostanon (Ferak Berlin, Germany), 10% raunepun (4, Peaxum), 1 MM
nesamm3oi (Sigma-Aldrich, Germany), 1 MM ¢ropun mHatpus (Sigma-Aldrich, Belgium),
2 MM ¢pennnmveruncynbdonmn dropun (PMSF, HiMedia Laboratories, Muaus), KOKTeinb
uHruouropos npotea3 (Roche Diagnostics, Switzerland) u orrauBanu npu MOCTOSHHOM
noMenBanuu Ha Boptekce Vortex V-1 plus (Biosan, Latvia). 'omorenat HHKyOHpOBaIu
B TEUEHHE 5 MUHYT IPY KOMHATHOW TeMIlepaType, 3aTeM B TeueHue 4 munyt rpu 90°C u
nepenocuian Ha jen. Llearpudyruposanu Ha Sigma 1-14K (Sigma, 'epmanus) B TeucHue
8 mun npu 12 000g u +4°C. CynepHaTaHT MEPEHOCUIIN B HOBYIO IPOOUPKY U XPAHIIIH TIPH

-80°C.

2.2.3.2. ][lenatypupyoummuii daexktpodopes 6eakoB B [IAAD
Pa3nenenue 3KCTparupoOBaHHBIX OEJIKOB MPOBOJUIN METOJOM JEHATYPHUPYIOLIErO
anektpodopesa B monmakpuwiamuaHeix  remsx  (Laemmli,  1970). Jlas  sToro
MpeBApUTENHHO coOupany KacceTsl u3 o0OpaboTaHHBIX 70% CHUPTOM CTEKISTHHBIX
IUIACTUH W CWJIMKOHOBBIX YIUIOTHHUTENEH. ['OTOBUIM pacTBOpPHI AJ Pa3felifioliero u
KOHILIGHTpUpytomero renei. HemocpencTBeHHO mepes 3alMBKOW Telsi B KacCery
noOapnsin nonumepuszatopel TEMEJ] u mepcynbdar aMMOHUSL M IepeMEIMBaid Ha
Boptekce Vortex V-1 plus (Biosan, Latvia) B reuenue 10 c. Pa3nensromuii resib B KacceTy
3aJIMBAlIM JI0 PacCTOSIHUS 2 CM OT BepxHero kpas rpebHs. Jlis oOpa3oBaHHs POBHOM
MOBEPXHOCTH Ha Pa3JIeiSsIONIUi resib nunetkod [acrepa HaHocumu uzonpomnanon (XY,
Bekron, Poccus). Ilocine oxoHYaHWS TOJMMEpH3AalMU M3OMPONAHON yIAISIIH, a
noBepxHocTh npombiBain dH20. K pacTBopy KOHIICHTPUPYIOIIETO Teiisi JT00aBISIIH
TEME/] u nepcynbdar amMmMoHuUs, epeMENIMBAIMA U 3ajIuBaiIn B Kaccety. Cpa3y mocie
3aJIMBKU B PacTBOpP KOHUEHTPUPYIOLIETO Telisl BCTABIISIN I'peOeHKY A (popMUpOBaHUs
KapMaHOB M OCTaBJISUIM JI0 ITOJTHOW MOJIMMEPHU3ALINH.
Cocras pa3nensiioniero reJs:

. 0,375 M Tris-HCI (pH 8.8) (Ultra Pure Grade, Helicon)

o 12% (m/06) akpmiamuy (BioRad, CIIIA)

. 0,32% (m/06) oucakpunamus (BioRad, CIIIA)

. 0,1% (m/00) SDS (Biotechnology Grade, Helicon)

o 0,1% (m/00) nepcynabdar ammonus (BioRad, CIIIA)

J 0,1% (m/00) TEMEJ (AppliChem, CIIIA)
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CocTaB KOHUEHTPUPYIOLIET0 reJis:

) 0,125 M Tris-HCI (pH 6.8) (Ultra Pure Grade, Helicon)
o 4,8% (M/00) akpunamun (BioRad, CIIIA)

. 0,13% (m/06) 6ucakpunamus (BioRad, CIIIA)

) 0,1% (m/00) SDS (Biotechnology Grade, Helicon)

o 0,05% (m/06) epcynbdar ammonus (BioRad, CIIA)

o 0,2% (m/00) TEMEJ (AppliChem, CIIIA)

Kaccersl momermiaau B Kamepy s snektpodopesa Mini-Protean (BioRad
Laboratories, CIIA) u 3anuBamy 0 OTMETKH TPHUC-TIMIWHOBBIM 3JEKTPO(OpE3HBIM
OydepoM. B TyHKH KOHIIEHTPUPYIOIIETO reisl HaHOCHIU 1Mo 20 MKJI 00pa3IioB WK 5 MK
mapkepa Spectra Multicolor Broad Range Protein Ladder (TermoFisher Scientific, CIIIA).
DnexTpodopes MPOBOIUIN B J1Ba dTamna, cHavana 25 munyT nipu 80B, a 3arem 2 yaca npu
120B ¢ nomompto ucrounnka toka PowerPac HC (BioRad Laboratories, CILA). Ilo
OKOHYAHHH JJEKTpodope3a KOHIECHTPHUPYIOMUN Telb yNAIsi, a pPa3AeNaiomuil Teib
nepeHocu B kouteitHep ¢ dH20 un nakyOuposanu B redenue 10 c.

Bydep nas snexrpodopesa (pH 8.8):

o 25MM Tris (Ultra Pure Grade, Helicon)
. 192mMM raunumn (Pharma grade, Panreac)
. 0,1% SDS (Biotechnology Grade, Helicon)

2.2.3.3. BecTepH-0JIOTTHHT

JUis  mpoBeneHHsT — BECTEpH-OJOTTMHTAa  MCIOJNB30BAIM  MeMOpaHy — U3
noauBuHIIHAeHGTOpHaa Immun-Blot PVDF Membrane (BioRad Laboratories, CIIIA).
MemMm6paHy BbIpe3any Mo pa3mepy reiis, akTuBupoBanu unkyOarnueir B 100% meranore
(XY, BekrtoH, Poccusi) B Teuenue 10 ¢, mpoMbIBadM NpU aKTUBHOM IMOKAaYMBAaHUU Ha
mreiikepe 10 muH B dH20 1 B 30 MunyT B Oydepe it neperoca. ['enb mocie mpoMBIBKH B
BoJie MHKYOupoBanu 10 MuHyT B Oydepe i epeHoca Mpu MOKaYMBaHUU Ha IIEHKepe.

[lepenoc 6enka c renst Ha PVDF memOpany ocy1iecTBIIsIn NoayCyXuM METOJIOM B
Trans-Blot Turbo Blotting System (BioRad, CIIIA). /Iyist mepeHoca cooupaiu «COHABUD,
coctosuii u3 4 nmuctoB 6ymaru 3MM (Whatman, Millipore), cmodenHbIx B Oydepe mist

neperoca, PVDF-meM0Opansl, rens u emie 4 nuctoB Oymaru 3MM. Vpansiam u30bITOK
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Oydepa nunerkoit [lactepa. [lepenoc ocyuiecTBIsAIN B TeueHUE 38 MUH IIPU CUJIE TOKA
0,2A.

Bydep nas nepenoca (pH 8.8):

) 25 MM Tris (Ultra Pure Grade, Helicon)

) 192 MM rimunun (Pharma grade, Panreac)
o 0,1% SDS (Biotechnology Grade, Helicon)
o 10% (06/006) metanon (XY, BekToH)

JUis KOHTpOJISI MOJHOTHI Iepexoaa Oenka M3 reis Ha MeMOpaHy reiu mocie
MpoLIeAyphl MEPEHOCa MEPEHOCUIN B TJIACTUKOBBIM KOHTEiHep (wiu yamky [letpu) u
okpammuBanu Kymaccu (mm. 2.2.3.4). MemOpaHy mocje mnepeHoca KpaTHO HpPOMBIBAIA B
dH20, 3arem B 100% MeTaHOJE W BBICYIIMBAIH B BBHITSDKHOM KAy HA YHCTOW Oymare
3MM B teuenne 15-20 muH. [ mpoBepKHM KadecTBa TepeHoca Oenka MeMOpaHy
okparuBanu kpacurenem [Tonco (11.2.2.3.5).

Bricymennyto memOpany aktuBupoBanin B 100% wmetanone (10 c), 3arem
npombiBasid B dH20 (10 ¢) u nHKyOUpoBamu B TeueHHe 12 4 B COOTBETCTBYIOIIEM JUISI
NEPBUYHOIO aHTUTENA OJoKupyromeM Oydepe 1ub0 ¢ 00€3KUPEHHBIM CyXUM MOJIOKOM
Blotto (Santa Cruz Biotechnology, CIIIA), m160 ¢ ObIYbMM CHIBOPOTOYHBIM AJIbOYMHUHOM
BSA (protease free, Sigma, SLCH3826) na octose TBS-T.

Jlns onpenenenust ypoBHs pochopunupoBanHoctu cyoctpara TOR — S6K1 6bimu
UCIOJIb30BaHbl TMEPBUYHBIC aHTHUTENa mnpoTuB S6K1/2 (AS12 1855; Agrisera),
dbochopmmmpoBaHHON (HOPMBI 3TOH KHWHA3BI TI0 OJJHOMY M3 CalTOB (hOChHOPHIHPOBAHHS
TOR phospho-S6K1 (T449) (ab207399; Abcam). Jlns nerexiuu pedepeHcHOro Oenka
riuctoHa H3 ncronb3oBanu antutena AS10710 (Agrisera). [Tocnie 6iokupyroriero 6ydepa
MeMOpaHbl TIEPEHOCHIIM B IMEepBUYHBIC aHTHTENna. [ anturen S6K1/2 wmcmonb3oBanu
pazsenenue 1:10000, a memOpany wunkyOupoBanu 1 4y 30 MUH OpU KOMHATHOU
temrieparype. s antuten phospho-S6K1 wucnonszoBamu passemenne 1:1000, a
MeMOpaHny uHkyOupoBanu 12 4y npu +4°C. Ilo ucteueHnn BpeMeH! MHKYOAllUU KaXaylo
MeMOpaHy nepeHocwin B Oydep, coaepKaluii aHTUTeNa K TUCTOHY B COOTHOUICHHUU
1:5000, Ha 1 1 30 MuH TpH KOMHATHOM TemmiepaType. Jlanee memOpanbl mpoMbIBaIu 4 paza
no 6 munyt B TBS-T u unkyOupoBanu B TeueHHe | yaca BO BTOPUYHBIX AaHTHTENAX,
KOHBIOTHPOBaHHBIX ¢ mepokcuaazoii xpena (HRP-conjugated antibodies, AS09602,
Agrisera), pa3zBelieHHbIX B cooTHoIeHuu 1:10000.
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Bydep TBS-T (pH 7.5):
o 50 MM Tris-HCI (Ultra Pure Grade, Helicon)
o 150 MM NaCl (XY, JlenpeakTus)
o 0,1% (06/06) Tween 20 (Reagent grade, Helicon)
Baoxkupyrommii 0ydep:
. s anturen k S6K1/2 — 2,5% Blotto, non-fat dry milk (Santa Cruz
Biotechnology, CIIIA) 8 TBS-T
o Jns anturen k phospho S6K1/2 — 5% BSA B TBS-T
. Jus anturen k H3 — 2,5% Blotto, non-fat dry milk (Santa Cruz
Biotechnology, CIIIA) B TBS-T wim 5% BSA (protease free, Sigma, SLCH3826)
B TBS-T
JIis  XeMUIIOMHUHECHEHTHOW JIETEKIIMM BTOPUYHBIX AHTUTEN HCIOJIb30BaIU
nposiBisiromuii - pactBop  SuperSignal West Dura Extended Duration Substrate
(TermoFisher Scientific, CIIIA), comepatuii JFOMHHOI - CyOCTpAaT MEPOKCHIA3hI XpEHa.
PacTBOp paBHOMEpPHO HAHOCWJIM HAa BCIO MOBEPXHOCTH MEeMOpaHbl M MHKYOHpPOBAIH B
TEYEeHUE 5 MUHYT. 3aTeM N30BITOK KUAKOCTH YAAISIIH U IPOU3BOIUINA ChbEMKY MEMOPaHBI
C HWcHmojib30BaHWEM cucTteMbl Busyanmusaruu  iBright FL1500 (TermoFisher).
KonunuecTBeHHbIN aHaIU3 NPOBOAUIIM C TIOMOUIBIO MpOrpaMMHOro odecrneuenus iBright
Analysis Software. Ha mepBom 3Tare aHain3a mpou3BOIMIN KOPPEKIIMIO HHTEHCHBHOCTH
curHana OeHIOB Oenka Ha YypoBeHb (HhOHA METOJOM KaTSIIerocs Iapuka ¢
UCTIOJB30BAHUEM ONTHMAJIBFHOTO pajnyca IIapuka, MOJ0OpaHHOTO BpPYYHYIO IS
uccieayemMoro m3zoobpaxenus. Ha BTopom srtame npoBOAMIN JIBOHOE HOPMHPOBAaHHE

CUTHaJIa — Ha 001Kt 0eNToK U Ha O3HABI pedepeHCHOro OenKa.

2.2.3.4. Oxpamusanue ITAAT-reas Kymacen G-250
[TonHOTY MEpeHOCca Oenka mpoBepsuti okpammBanueM rens Kymaccu Brilliant G-
250. I'ens momemanu B pactBop Kymaccu u kunsatunu B TeueHue 30 ¢ B MUKPOBOJHOBOM
MeYH, TIOCJIe Yero MHKYOUpoBaiu 15 MUHYT P MOMEIIMBAHUHU JIO TIOJTHOTO OCTHIBAHUSI.
Jlanee reiap mepeHOCHIIM B 00€CIIBEUMBAIOIINN pacTBOp U Tak ke kunatuwin 30 c. 3ateMm
resib MTHKYOupoBaiiu B 00€CIBEUMBAIOIIEM PACTBOPE J0 MOIYYCHHS PO3PAYHOTO (OHA.
PacrBop Kymaccnu:

o 20% (06/06) metanon (XY, Bekton, Poccus)

71



o 10% (06/06) nensiast ykcycHas kuciora (XY, Bexron, Poccus)
e 0,1% (06/06) 6punnuanToBslil ronyooi Kymaccu G-250
(umr., BekTon)
OobecuBeuynBalOIIUil PacTBOP:

o 20% (06/06) metanoin (XY, Bekron, Poccust)

o 10% (06/00) neasinas ykcycnas kucnota (XY, Bexron, Poccusi)

2.2.3.5. OxpammBanue PVDF-mem0panb1 Ponceau S
JInst IpoOBEpKM KadecTBa MepeHoca Oenka MeMOpaHy OKpallMBalId KpacHTeIeM
Ponceau S (High Purity Grade, Helicon). Ins sToro mMemOpany WHKyOUpOBaIU IpH
nokayrBaHuu Ha kadajake Mini Rocker-Shaker MR-1 (Biosan, Latvia) B reuenue 10 ¢ B
100% wmetanosne, 5 mun B 0,2% pactBope Ponceau S (manee Ilonco) B 5% ykcycHoi
kuciore, 1 cuoBa B 100% MeraHoie 10 MPOSBICHUS OCIKOBBIX OeHIOB. MemOpaHy

BBICYIIIUBAJIM B BRITSDKHOM Ikady u pororpaduposanu Ha iBright FL1500 (TermoFisher,
USA).
2.2.3.6. TlocTpoeHne 3aBUCHMOCTH HHTEHCMBHOCTH CUTHAJIA OT KOHIEHTPAI[UH
0eJIKa M MOUCK JIMHEHHOT0 THATIA30HA HM3MEeHEeHHUsI KOHIIeHTPamii

JUIs OoNTUMU3alK yCIIOBUH BECTEPH-OJOTTUHTA W TONTY4YEHHUS WHTCHCHUBHOTO
curnaina Phospho-S6K 6s110 ipoBeieHo omnpeieieHre JIMHEHHOTO Arana3oHa H3MCHEHHUS
KOHIIeHTpanuu Oenka. ['enb ¢ 3arpy3koil OETKOBOTO IKCTPAaKTa KOPHEH MPOPOCTKOB B
yerbipex kKoHreHTpamusx 20, 15, 10, 5 mxi (cieBa HanmpaBoO COOTBETCTBEHHO) MPHUBEICH
Ha puc. 6a,0.

AHaJOTUYHBIE TPOIEAYPHI IO ONTUMHU3AIUKN YCIOBHA BECTEPH-OJIOTTHHTA U
MOJTYYEHHU ST MHTEHCUBHOTO CHTHAJIa OBLIN MpoBeieHb! 111 0enkoB S6K 1 u H3 (puc. 7 u 8).
[TpoBeneHo onpeeieHne Tuana3oHa KOHIICHTPAIUH OeJIKa IS IOy YeHUSI HTHTEHCUBHOTO
CUTHAJIA Ha IeJIsIX C CEPUIHBIM pa3BeieHne 0ETKOBOTO IKCTPAKTa KOpHEH mpopocTKOB (20,

15, 10, 5 MKJ cieBa HAMpaBO COOTBETCTBEHHO) (puc. 76 u puc. 80).
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Puc. 6. Ompenenenue JIMHEHHOTO IUama3oHa M3MEHEHUs KOHIEHTpalHu Oenka
Phospho-S6K1. B kadyecTBe MEepBHYHOIO aHTHUTENA HCIOJIb30BAIA AHTUTEIO MPOTHB
dochopunuposannoii hopmer S6K1 (Phospho-T449) ab207399 (Abcam). Nukyobarus B
AQHTHUTENIaX U MPOMBIBKA OCYLIECTBIIIUCH, corjacHo mm. 2.2.3.3. IlomyueHue curnaia
OBLITO MTPOU3BEJICHO C MCITOJIb30BaHUEM JeTeKTupyromiero Hadopa WestDura SuperSignal
(ThermoFisher) u cuctemsl Bu3yanu3armu iBright FL1500 (ThermoFisher). M300paxenust
Obu 00paboTaHbl C TOMOINBIO TMpOrpaMMHOro obecmeueHust iBright Analysis. A,
npuHTCKpHH pabouero okua 10 iBright FL1500, mokaspiBaroriuii OeH 16 Oelika HHTEpeca
¥ MapKepa MOJICKYJIIPHOTO Beca OeTKoB (ciieBa) u rpadiKk OTHOIICHUS YPOBHS CUTHAJA K
KOJMu4ecTBy Oenka wHTepeca (cmpaBa); b, ¢parMeHT rems, MpeACTaBICHHOTO Ha A,
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curHan (oHa ¢ HMCHOJB30BaHHEM IMpoTrpaMMHOTO obecrieueHus iBright Analysis; B,
rpauK OTHOIICHUS YPOBHS HOPMAJIM30BAHHOTO CHUTHAJIA TIOCIE JIOMOJHUTEIHHOU
KOppeKuu (BbIYMTaHUE (OHA METOJOM «Katsiierocs Imapa») (ocb X) K 00beMy

3arpy’>KeHHOTO OEJIKOBOTO AKCTpakTa (och Y).
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Puc. 7. Omnpenenenne TUHEWHOTrO AMana3oHa W3MEHEHUS KOHIIEHTpaluu Oenka
S6K1. B kauecTBe NMEepBHYHOTO aHTUTENA MCIIOJIL30BAM aHTUTENO mpotuB SO6K1 Anti-
S6K1 antibody AS12 1855 (Agrisera). WukyOamus B aHTUTENaX M MPOMBIBKA

74



OCYUIECTBIISIUCh, cornacHo mm. 2.2.3.3. [lomyyeHue curHana ObUIO MPOU3BEACHO C
ucronb3oBanneM cyoctpata WestDura SuperSignal (ThermoFisher) u cucremsi
Bm3yanm3anuu 1Bright FL1500 (ThermoFisher). M306paxenuss Oblmu oOpaboTaHbl C
MTOMOIIIbIO TIpOorpaMMHOT0 oOecrieuenus iBright Analysis. A, IpUHTCKpPUH paboYeTro OKHA
1O iBright FL1500, moka3siBatomumii 6¢Hapl Oeka HHTEpeca U MapKepa MOJICKYJIIPHOTO
Beca OeJIKOB (CeBa) ¥ rpauK OTHOILICHUS YPOBHS CUTHAJA K KOJIMYECTBY OeIka MHTepeca
(cipaBa); b, dparmeHT rens, MpeACTaBICHHOTO Ha A, KOTOPBIM MCIONB30BAICS s
JaNbHEHIIero aBTOMATHYECKOTO aHalu3a C KOppeKmued Ha curHan (oHa C
MCIIOJIb30BAHUEM IporpaMmHoro obecneuenus iBright Analysis; B, rpa¢uk oTHOmIEHUs
YpOBHS HOPMaJIM30BAaHHOTO CHUTHAJIA TOCJE TOMOJIHUTENbHON KOPPEKIUU (BBIYMTAHUE
¢doHa MeromoM «katsmerocss mapa») (ocb X) K 00beMy 3arpyK€HHOro OEIKOBOTO
skcTpakta (ock Y). HeoOxomumo OTMETHTb, 4YTO JaHHas MeMOpaHa TMEpPBUYHO
WHKyOHpoBaiach JIg JeTeKiuu Oenka rucroHa H3, kak omucano B mm 2.2.3.3. Ilocme
AKCTIO3UIIMU MeMOpany npoMbiBaiii TBS-T (detsipe pa3a mo 5 MUH) U UCTIONB30BAIH JIJIs
neTekTupoBanus S6K.
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Puc. 8. Ompenenenne NTWHEHHOTO MUama3oHa M3MEHEHUs KOHIEHTpAIMU Oelka
ructoHa H3. B kauecTBe mepBHYHOrO aHTUTENA UCIIOJIB30BAIM AHTUTENO MPOTHB Anti-H3
antibody AS10710 (Agrisera). UukyOamnusi B aHTUTEIaX ¥ MPOMBIBKA OCYIIECTBIISIUCE,
cormacHo mm. 2.2.3.3. TlomydeHue curHaia OBUIO TPOU3BEICHO C HCIOJIH30BAaHUEM
cyoctpata WestDura SuperSignal (ThermoFisher) u cucrembl Buzyanuzammu iBright
FL1500 (ThermoFisher). M300paxkenust 6111 00pabOTaHbI C TOMOIIBIO MPOTPAMMHOTO
obecrieuenus iBright Analysis. A, nmpunTtckpun padodero okna [1O iBright FL1500,
MOKA3BIBAIOIINN OEHBI OeJTKa MHTEpeca U MapKepa MOJICKYJIIPHOTO Beca OEJIKOB (clieBa)
¥ rpaduK OTHOIIEHWS YPOBHS CHTHajla K KOJIMYECTBY Oeika mHTepeca (cmpasa); b,
dbparMeHT reis, MPeNCTaBIEHHOTO HAa A, KOTOPBIM HCIOJB30BAICA AJIS JalbHEUIIETO
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ABTOMAaTUYECKOTO aHaim3a C KOppeKiued Ha curHail (oHa C UCIOJIb30BAHUEM
nporpamMMHoro obOecrneuenust iBright Analysis; B, rpaduk oTHomeHus ypoBHS
HOPMAaJIM30BaHHOTO CHUTHAJa IOCIe JOMOJHUTENBFHOW KOppeKUuu (BhIUMTaHUE (HOHA
METOZIOM «KaTsIIerocs mapa») (ocb X) K 00beMy 3arpy>KEHHOT0 OEIKOBOTO AKCTPAKTa
(ocb Y). HeoOxoauMo OTMETHTH, YTO 3Ty MeMOpaHy BTOPHUYHO WHKYOHPOBAIH IS
oOHapy»xeHus S6K, kak onucano B mm 2.2.3.3.

2.2.3.7. Omnpenesenue 3pPpekTUBHBIX KOHUeHTpauuii uHruoutTopo TOR

Jlns mowmcka nedcTByromell KoHumeHTpauuu uHruomropa TOR mpopocTku
Arabidopsis, co cBepxakcnpeccueir S6K BoipamuBanu Ha cpene K/caxaposa B TedeHue
NEeBSATH JHEW. 3aTeM NpOpoCTKH MHKyOmpoBanmm B Oydepe ¢ mobaBnenmem AZD8055
(AZD) no xoneunoii kormnentparpu 0,5-10 MKkM, Kak yka3aHo Ha pucC. 9, B IPUCYTCTBUU
a100 B OTCYTCTBHE pamaMHIMHa (KOHe4YHas KoHueHTpauus 1 MmxM). Bpems nnkyOanuu
cocTaBisuio 24 yaca. B kauecTBe KOHTPOJISL UCTIOIb30BAIN OOIIMIT OENKOBBII SKCTPAKT, U3
IIPOPOCTKOB, B3ATHIX HEMOCPEACTBEHHO M3 YalleK co cpeaoi. KommuecTBO HaHOCHMBIX
9KCTPAKTOB B JIyHKM Treiii ObulO HIASHTHYHBIM. Pazpenmsun  snektpodope3oM H
OCYIIECTBIISUTM OJIOTTHHT KaK yKa3aHo B mi.2.2.3.2-2.2.3.3 ¢ antutenamu S6K1 (phosphor-

T449) ab207399 (Abcam). Curnan JeTeKTUPOBAIM C TIOMOIIBIO CUCTEMbI BU3YyalIU3aIluU

iBright FL1500 (ThermoFisher).

AZD + 1 uyM rapamycin C AZD

Puc. 9. Onpenenennie >ddexkTuBHBIX KOHIEHTpanuid uHrHOuTOpoB TOR. Jlns
ouenku uHruOupoBanus TOR ObUIM TmpUMeEHEHB! paznuuHble KOHIEeHTpauun AZDS055
(AZD)/ AZD8055 (AZD)+rapamycin (1 mxM). Ctpenka yka3pIBaeT Ha IMOJIOCY Oejka
untepeca (52 x/la). Hudpsr 40-260 obo3HayaroT mosekyisapHyto maccy (k/[) Oenmon
MHOT'OIIBETHOM OCITKOBO# JiecTHHUIIBI Mapkepa Spectra (ThermoFisher).

Nuxyoupyrouuii oydep (pH 6.0):
e 100 MM copburon (Y, BekTon)
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e 0,1 MM KCI (XY, Peaktun)

e 0,1 MM CaClz (4, BexTon)

e 2 MM Tris (Ultra Pure Grade, Helicon)
e 1 MM MES (Ultra Pure Grade, Helicon)

2.2.4. Onpenenenue ypoBusi AT®

AT®-conepskarire 3KCTpakThl roToBmin 1mo Metoxy Lundin u Thore (1975) u
CypoBa ¢ gp., (2016) c¢ HeOonpmmMmu Moaudukauusmu. HaBecky pacTHUTENIbHOTO
Marepuaia Maccod 30 mr momemand B 1.5 M mpoOupky Tuma OnmneHaopd u
TOMOTCHH3UPOBAIIN MUKPOTICCTHKOM, HEMTPEPBIBHO OXJIAX1asi MPOOUPKY B JKHUIKOM a30Te.
K romorenaty no6asnsiiu nsyxkomMrnoHeHTHBIH Oydep (0.51 M TpuxiopykcycHas KucioTa
(TXVY, wwmn, Jlenpeaktu), 17 MM »sTHiaeHIUaMuHTEeTpayKcycHas kuciora (YJIA,
BekToH)) B cooTHOMmIEHUH 2 MKJ : | MI' HABECKM ¥ MHKYOMpOBaIW 15 MUH Ha JIbIy TIpH
+4°C B TemHoTe. Ilo wWcTedeHme BpeMeHW HHKyOaruu i HedTpammzamuu TXY
nobasisin 9.24 mxi 3 M KOH. Dkcerpakrtsl nentpudyrupoaiu B reuenue 10 MuH npu
12000 g na nearpudyre Sigma 1-14K (Sigma, ['epmanusi) u oTOMpaiv cynepHaTaHT Jis
ananu3a. /g onpenenenus coaepxkanus AT ucnons3oBancs Hadop ATP Determination
Kit (A22066, Thermofisher Scientific, CIIIA) coriacHO peKOMEHIAIMIM TIPOU3BOTUTEIIS.
W3mepenuss mpoBoauiIM Ha MyJIbTUMoOAalnbHOM puuepe Varioskan LUX Multimode
Microplate Reader (ThermoFisher, CIIIA). [leTekiini0 WHTEHCUBHOCTH JTFOMUHECIIEHITUU
monudepuH-TIoIUdepasHoi peakiuu IPOBOIUIN Ha AJTMHE BOIHBI 560 HM. AOCOIIOTHOE
coaepxkanue AT® B 00pa3iiax pacCUYMTHIBAIM C UCTIOJIb30BaHUEM KaTMOPOBOUHON KPUBOI

(mmamasoH aetekTupyembix KoHIeHTpanui ot 0.1 HM mo 500 HM) B mporpamme Skanlt

RE 6.1 Software (ThermoFisher, CIIIA).

2.2.5. ®dayopecueHTHasi MUKPOCKOIUA

2.2.5.1. JlereKkuusi M KOJMYECTBEHHbI aHAIU3 aBTO(Arocom ¢ MoMoIilbIo
OKPACKU MOHOJAHCUJIKAAABEPHUHOM

Pacrenus, Beipamenasie cornacHo m. 2.1.2.2, momemianu kopHsMu B 6ydep (200
MOcw™m), coxepxamuii 0,05MM  monomancuinkanaBepuna (MDC, Sigma-Aldrich) u
uHKyOupoBanu B TeueHue 10 MuHYT. 3areM KOpPHH MPOPOCTKOB JBaXKIbl KpPaTHO
OTMBIBAJIMCH B Oydepe ¢ HIACHTUYHBIM COCTaBOM 0€3 KpacuUTeNs W HCCIEeNOBAIU C
noMoIIbio dnuduryopecienTHor Mukpockonuu (Carl Zeiss Axio Imager.Z1, I'epmanus) ¢

UCTOJIB30BAHUEM MIMPOKOIONOcHOTO GuibTpa 1t DAPI npu Bo30ykeHun B 1uana3one
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JUTMH BOJIH cBeTOM 365/12 um u aerekiueii smuccuu ot 397 um (Carl Zeiss, 488001-9901-
000). IToacyer konuyecTBa aBTO(HAroCcOM MPOBOIUIN C UCIIOIB30BAHHEM MIPOIPAMMHOTO
obecnieuenust ZEN (Zeiss, I'epmanus) u UTHSCSA ImageTool for Windows version 3.0
(USA).
Bydep (pH 6.0, 200 MOcm):

) 30 MM caxapoza (USP—NF grade, Helicon)

o 170 MM cop6uton (Y, Bekton)

o 0,1 MM KCI (Y1A, PeakTuB)

. 0,1 MM CaCl; (4, BekTon)

o 2 MM Tris (Ultra Pure Grade, Helicon)

o 1 MM MES (Ultra Pure Grade, Helicon)

2.2.6. UmnyabcHas guiyopumeTpust
N3mepenus ¢uryopectieHnu Xjaopoduiia a npoBoawin ¢ nomomisio Dual-PAM
100 (Walz, Germany) Ha JIMCTBSX B3pOCIBIX PACTCHUH, BBIPAIICHHBIX B TPYHTE IPH
nonuBe (cormacHo mm. 2.1.2.4 u 2.1.2.5). Ilepen aHamu3oM pacTeHHs aJalTHPOBAIU K

TEMHOTE B TeueHue | yaca.

2.2.6.1. CgBeroBble KpUBbIE

N3menenue duyopectennnn ximopodumna a u cocrossaue OCIl u OCII onenuBanu
yepe3 CBeToBbIe KpuBbIe. Jlyist aTOoro onpenensnu Fo (HauanbHas ¢uryopecteHius) u Fm
(MakcumanbHas GiryopecreHIus) B TeMHOTE, a Takxke Pm (MakcumanbHbiid curnan P700,
HaOmoaeMblil ipu oaHoM okuciennn OCI) nmocie 5-ceKyHTHOTO OCBEIICHUS TaTbHUM
KPAaCHBIM CBETOM; 3a 3TUM ciefoBaiu 11 cTymeHeill OCBEIICHUS aKTMHUYHBIM KPAaCHBIM
ceetoM (0, 18, 25, 34, 65, 107, 138, 228, 351, 543 u 837 pEm? ¢ ). IIpoomKnTENbHOCTD
Kaxjgoro mara coctaBisia 30 cexkyHa. OOmiee BpeMsl 3aluCH  CBETOBOM KPUBOU
COCTaBJSUIO 5 MHHYT. B KOHIE Ka)XJOro 3Tama I0JaBajCsi HACHIIIAIOIMIMN CBETOBOU
UMITyIbC UIUTenbHOCTEI0 5000 pE? ¢! B Teuenne 800 Mc U ompenensics Ciemryomuii
HaOop mapametpoB: poroxumuueckuid kBaHTOBBIM Bhixon DCI, Y(I); doToxumuueckuii
kBaHTOBbIM  Bbixog @CII, Y(II); xBaHTOBBI BBIXOJ CBETOMHAYLUPOBAHHOIO
HEe(DOTOXUMHUYECKOTO TYIICHUS (dbayopecleHImy, KOTOPBIH COOTBETCTBYET
perynupyemomy paccessHuto sHeprun B OCII, Y(NPQ), u KBaHTOBBIN BBIXOJ]

HeperyupyeMoro Heporoxumudeckoro tymenus ayopecueniuu B @CII, Y(NO).
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Y(I) = 1-Y(ND)-Y(NA)

Fm' — Ft
Fm'’
Y(NO) = [NPQ +1+ q.*(Fm/Fo-1)]

YD) =

Y(NPQ) =1 -Y(Il) - Y(NO),
rie Fm' - wMakcumanbHas (¢ayopecueHuus xJopopuisia a B JIMCTHIX,
aJanTUPOBaHHBIX K cBery, Ft — cramwonapHas duyopecuenuus, NPQ -
HE(OTOXMMHUYECKOE TyIlIEeHUe, (L — Ko3(PUIHEHT (HOTOXUMUYECKOTO TYyIIEHHs, Fm -
MakcuMalbHas (ayopecueHnus, Fo — HayanbHas QuyopeclueHUus B alalTUPOBAHHBIX K

temuote aucthax (Klughammer and Schreiber, 2008 a, 0).

2.2.6.2. DaeKTpOXMMHMYECKHH I'PaJHeHT HA TUJIAKOUIHBIX MeMOpaHax

Wsmepenns mpoogunu Ha Dual-PAM 100, ocHAIIEeHHOM JOMOJIHHTEIbHBIM
P515/535 moaynem, BkitouaronuM B ceos amurtep Dual-EP515 u nerexrop Dual-DP515
(Walz, D'epmanus). OKCIepUMEHTBHl MPOBOJWIMCH C HCIIOJIB30BAHUEM MPOTOKOJIA,
onucanHoro J{murpuenoit u ap. (Dmitrieva, 2021) Ha ocHoBe MeromoB lllpaiibepa u
Kmrorxammepa (Schreiber, Klughammer, 2008; puc. 10). Curnan normomenust P515
ONpEeIENIsN IBYXJIyU4eBbIM METOJOM Ha JuinHaX BoJiH 515 u 550 um. [lepen uzmepenusmu
pacTeHus aJanTUpoBajd K TeMHOTe B TedeHue | uaca. (i1 mpoBeaeHUs HU3MEpEHUUH
UCIIONBb30BaNIM CKpUNT. B Havasne ckpumra nporpaMmbl BKIIOYAIM H3MEPUTEIbHBIN
ucrounuk ceeta (PML, 515 u 550 M) ¢ unTeHCcUBHOCTHIO 24 UE M2 ¢ n momaBamu Tpu
HACBHIIIAIOIIMX CBETOBBIX UMMyJsbca no 5000 puE M 2¢1 B Teuerne 800 mc ¢ WHTEpBajIaMu
B 30 c. [lonmydeHHble KpUBbIE ISl KQXAO0TO JIMCTA, UCIIOJIB30BaJM JIJIsl pacueTa JTUHEHHOU
ckopocTH (V) u skcroHeHIMansHol ckopoctu (g) cunteza AT® cormacuo CyxoB u Ap.,
2016. ITocne ¢a3pl BoccTaHOBICHHS, JyHBIIEHCs 10 ¢ B TEeMHOTE, BKITIOUAJICS aKTHHUYHBIN
kpacHelii cBeT (630 um, 430 MkM M2 ¢1). Tlocne 10 MMH OCBEIEHHS] AKTHHHYHBINA CBET
BBIKJITIIOYQJIM, U B TEYEHHUE CIECAYIONIMX 5 MHH PETUCTPUPOBAIH KHHETHUKY OBICTpOI
penakcaiuu SJIEKTPOXPOMHOro ciapura mnorjomenuss nurmeHtoB (ECS). Ammioutyna
OTHOCUTENBHOTO 3eKTpoxpoMHoro casura (ECSpmf, P515) u n1Byx ero KOMHNOHEHTOB,
ECSay u ECSapH, ObIITH OLIEHEHBI ITyTEM ONpPEAETCHHUsS] KHHETUKH OBICTPON pellaKCaIiiu

ECS. CHmxeHue 2JIeKTPOXUMHUYECKOTO TpagieHTa Ha TUJIAKOUTHONH MeMOpaHe Tociie
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Puc. 10. Kunetuka paznuuuii Mexy moriomnieHueM cBera npu 515 am u 550 um
(A515-A550). TlomaBanu akTUHUYHBIA KpacHBIM CcBeT HHTEHCUBHOCThIO 1028 MKE,
KOTOpBIM 3aTeM BBIKIIOYIIN (0003HaueHo crpenkamu). llocrme BBIKIIOYEHHS CBeTa
MPOUCXOUIO OBICTPOE CHIDKEHHE AJIEKTPOXUMHYECKOTO TPaJMeHTa Ha TUIAKOUIHOU
MeMOpaHe, KOTOPO€ KOPPETUPOBAIO C YMEHBIICHHEM pa3HUIIbI B MOTJOIMIEHUH AS515-
AS550 um3BecTHOM Kak S3JEKTpOXpOoMHBIN caBur. (A) Ompenenenue BenuuuH ECSpme
(27IEKTPOXPOMHBIN CABUT, MPOMOPLUUOHAIBHBIN JBIXKYLIEH cuiie TMpoTOHOB), ECSay
(97IEKTPOXPOMHBIN CHIBHUT, TPOMOPIHUOHAIBHBIA TPAHCMEMOPAHHOMY JJICKTPHUYECKOMY
noreHuuany) U ECSapn (37€KTPOXpPOMHBIN CABUI, IMPONOPLUOHAIBHBIN T'pagUeHTy
MIPOTOHOB MO THiIaKougHOU MeMmOpaHne). ECSpmf MOKHO pa3aenuth Ha KOMIOHEHTHI ECSay,
u ECSapH, MOCKOJIBKY B TEMHOTE BOCCTAHABIICHUE CUTHAJIA MPOUCXOIUT TOJIBKO 3a CUET
ECSapn (CyxoB u ap., 2016). (B) Kpusas, oToOpaxkaromiasi cHUXeHue pazHuipl AS15-
AS550 B OTBeT Ha BBIKIIOYCHHE CBeTa. Ha 3TOM yBEJIMYEHHOM Yy4YacTKe KpPHBOW
onpenensatoTes JuHeHas (V) U skcnoHeHnuanbHas (g) ckopoctu cHuxkeHus ECSpmy.
WnmocTpanuu npuseaens! u3 (Dmitrieva, 2021).
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IIOIAYX HACBIIIAIOIIETO AKTUHUYHOIO CBETa KOPPEIHMPYET € pa3sHULEH B IOTJIOIICHUHU

A515-550 m sBRsieTcs DIEKTPOXPOMHBIM cIBUTOM. B TemMHOTe kommoHeHT ECSapH

BOCCTaHAaBJIMBAJICA, 4 pa3HUIId MCKY UCXOOHBIM YPOBHEM MOTJIOMICHHUA CBCTA U YPOBHCM

MoCJIe pejakcau cooTBeTcTBOBaga ECSay,.

2.2.6.3. Ckpunr 1Jsi u3MepeHus 3IeKTPOXUMHYECKOr0 rPajueHTa U ero

KOMIIOHEHTOB
Program Start
Wait(s) =10
F ML-Int. =10
Wait(s) =1
P ML -Int =10
Wait(s) =1
SP Width = 800 ms
Wait(s) =1
AL -Int =13
Wait(s) =1
F ML On
Wait(s) =10
P ML On
Wait(s) =10
Balance
Wait(s) =10
Slow Kin. Acquisition Points = 512000
Wait(s) =1
Slow Kin Acquisition Rate = 2
Wait(s) =1
Slow Kinetics On
Wait(s) =2
Balance
Wait(s) =10
Begin of Repetition Block 02
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| Wait(s) =15

| Sat-Pulse/Fast Kin.

| Wait(s) =15

End Repetition Block; Loops = 3
Wait(s) =10

AL On

Wait(s) =600

AL Off

Wait(s)=120

Slow Kinetics Off

2.2.7. CraTucTnyecknii aHAJIN3

Cratuctudeckyro o0pabOTKy JaHHBIX MPOBOJMIM C MCIIOIb30BAHUEM MPOTPAMMBI
R version 4.1.2 (2021-11-01) — “Bird Hippie” Copyright (C) 2021 The R Foundation for
Statistical Computing Platform: x86_64-w64-mingw32/xX64. JIocTOBEpHOCTh pa3iuyunii B
OTHOCUTEJIbHOM YPOBHE TPAHCKPUIITOB T'€HOB HHTEpECa OINpPEACNsId C MOMOIIbIO t-
kputepust CTbrojieHTa, ypoBeHb 3HaunMocTd P < 0.05. JlocTOBEpHOCTH pa3induii Mex 1y
BBIOOpPKaMU 10 3HAYEHUSIM JIPYTUX HapaMeTpOB OLICHMBAIW METOJOM MHOKECTBEHHOTO
CpaBHEHHS ¢ MpUMeHeHueM aucnepcuoHHoro ananmmza ANOVA u post hoc tecta Trioku
(Tukey HSD test) B mporpamme R version 4.1.2 (2021-11-01) — “Bird Hippie” Copyright
(C) 2021 The R Foundation for Statistical Computing Platform: x86_64-w64-

mingw32/x64, yposenb 3nauumoctu P < 0.05.

2.2.7.1. Cxpunr gas ANOVA ¢ Tukey HSD test

B kauecTBe mpumepa MpEINCTaBJIICH CKPHUNT JUIS CPABHCHHS JAaHHBIX IUIOIIAIH
aucToBOM ToBepxHocTH U3 ¢daiia ("R_Sshoot 4 medium.xIsx"), y mpopocTkos,
BBIpAIIEHHBIX Ha YeThipex Tumax cpex ("Suc”, "Glc", "low_K", "Glc_lowK").
library(Hmisc)
library(agricolae)
library(car)
library(openxlsx)
library(dplyr)
library(ggplot2)
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Sshoot <- read.xIsx("R_Sshoot_4 _medium.xlsx", sheet = 1)
Sshoot$variant <- factor(Sshoot$variant, levels = c(*Suc","Glc","low_K","Glc_lowK"))
Sshoot

str(Sshoot)

describe(Sshoot)

attach(Sshoot)

# boxplot

x11()

boxplot(rate ~ variant, las = 2, ylab = 'mm2°)

bartlett.test(Sshoot ~ Variety)

#Tect BapTJIeTTa IMPUMCHAJICA OJIA OIIPCACIICHUA OTKIIOHCHHA PACIIPCACIICHUA
MOJIYUCHHBIX JaHHBIX OT HOPMAJIBHOTO.

anal <- aov(rate ~ variant, data = Sshoot)

summary(anal)

# Tect Hlam/lpo HCIIOJIB30BAJICA OJIA IIPOBCPKU BLI6pOCOB Ha COOTBETCTBHUEC
HOPMAaJIbHOMY pacClpeICICHHUIO.

shapiro.test(residuals(anal))

#IlocTxok aHamu3

print(HSD.test(anova, "variant" ))

MultCompTest <- HSD.test( anova, trt = "variant", console = TRUE)
x11()

plot(MultCompTest)
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3. PE3VJBbTATDI

3.1. HccaenoBanue BiusiHue 1eGUIIUTA KAJIUs HA aKTUBHOCTH KnHa3bl TOR n
HHAYKIHIO aBTo(arun y npopocrtkoB Arabidopsis thaliana

3.1.1. Bausinue nepuuura Kajaus Ha MOppoMeTpHYeCKUe MOKa3aTeJTn
NPOPOCTKOB.

JInst ONCHKY BIHMSHHS Ae(DUIMTA Kalus Ha POCTOBBIE IMOKA3aTeIHM BhIpaIldBaIIA
Arabidopsis thaliana skoruma Col-0 ma 4 Tumax cpem: 1) «K/Suc» - «HopmanbHOE
cojep)kaHue Kamus, caxapoza»; 2) «K/Glcy - «HopMmanmbHOE CoJep)KaHUE Kallus,
rimoko3ay; 3) «lowK/Sucy - «aedunur kanus, caxaposa»; 4) «lowK/Glcy - «aedunur

Kanus, riaoko3ay (1. 2.1.2.2). 3mepenus npoBoaunu Ha 11 cyTku.

Puc. 11. Baennwmii Bua npopoctkoB Arabidopsis muauu Col-0 Bo3pactom 11 cyTok,
BBIPAIICHHBIX HA CpeaX ¢ HOPMAJIBHBIM COJEpKAaHUEM U Je(HUIIMTOM Kaus, a TaKXKe C
pa3IMYHBIM COCTABOM CaxapoB. a — HOPMAaJIbHOE COJIEp)KaHHE Kaius, caxapos3a; 0 —
HOPMAaJIbHOE COJICP)KAaHUE Kallus, TIIF0K03a; B — JAeDUIUT KaJus, caxapos3a; T — JeUIUT
KaJus, TJIF0K03a. MaciiTaOHas TMHEeKka SMM.
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IIpopocTku, KOTOpBIE POCIIH HA CpefjaX ¢ HOPMAJIbHBIM COAECPKAHUEM KalUsl, UMETTU
OoJiee NIMHHBIE KOPHU U Pa3BUThIE OOETH, a TAKXKE Y HUX BU3YaIbHO IIPOCMATPUBAJIOCH
00JIbIIIOE KOJIMYECTBO KOPHEBBIX BOJOCKOB (puc. 11 a,0). IlpopocTku, BeIpalieHHbIE Ha
cpelle ¢ HOPMaJIbHBIM COJEpXKaHUEeM Kainus U MHAYKTOpoM [OR-kuHa3bl - IIOK030H,
UMeJIl MaKCUMaJIbHbIE NTOKa3aTeN! JUIMHbBI KopHeH (puc. 12). 3HadueHus 3Toro napaMmerpa
y pacTeHMii, BBIPAILICHHBIX HA CpEIe C MOJHBIM COJAEPKaHMEM Kajus U caxapo3ou B
KayecTBE OCHOBHOIO caxapa, ObLIM OJIM3KM K 3HAYEHHSM Yy IPOPOCTKOB CO CPENBI C
HOPMAaJIBHBIM COJIEP’KaHUEM KaJlusl M IUIIOKO30M. 3HauMTEeIbHOE WHIMOMpPOBAaHUE poCTa
KOpHEH HaOJI0Jaloch Y pacTeHull, BhIpAlllEeHHBIX Ha cpefax ¢ AepuuUTOM Kanus (puc.
11B,r). U3mepenus qumHbl KOpHS ObUIo mpoBeneHo Ha 400 mpopocTkax A KaKJI0Tro
BapuaHTa coctaBa cpenbl BblpamuBaHus (N=400). Crartuctuyeckas o0paboTka
pEe3yJIbTaTOB MMOKAa3alla, YTO OTIWYMS MO JJIMHE KOPHS MEXAYy PacTeHUSIMU BCEX TPYIIII

CTaTUCTUYECKH JOCTOBEPHBI (puc. 12).

20

length, mm

oot

Suc
Gle
lowK —

Gle_lowK —

Puc. 12. Inuna kopue#t npopoctkoB Arabidopsis muanu Col-0 Bozpactom 11 cyTok,
BBIPAIICHHBIX HA Cpeax ¢ HOPMAJIBHBIM COJAEpKAaHUEM U Je(UIIMTOM Kaus, a TaKXKe C
pa3IMYHBIM COCTABOM caxapoB. SUC — HOpMaJbHOE COJIepIKaHue Kajus, caxaposa; Glc —
HOpPMaJIbHOE COJIepKaHue Kanus, Tioko3a; lowK — nedunut kanus, caxaposa; Glc_lowK
— neuuut Kamus, Taoko3a. Ha 60Kc-mioTax npencTaBieHbl MeIMaHbl M pacipeziesieHue
3HaueHui 150 u3MepeHuit Ha KaXKIbplii BapUaHT Cpelibl 10 KBAPTWIAM. Y Cbhl 0003HAYAIOT
MaKCUMaJlbHble W MHUHUMAaJbHble 3HaYeHUs. J{OCTOBEpHOCTHh pasznuuuii 0003HauYeHa
OykBaMM U OLEHHMBAJAaCh METOJOM MHOKECTBEHHOI'O CpPAaBHEHHUS C IPUMEHEHUEM
nucrepcronHoro aHamza ANOVA u post hoc tecta Trroku mipu p < 0,05.
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[Tnomans JTUCTOBOM MOBEpPXHOCTH Yy mpopocTkoB juHMKM COl-0, BeIpoCHIMX Ha
cpemax ¢ JOCTaTOYHBIM COJCPKAHWEM Kalus, HO Pa3HbIM HCTOYHHKOM YTIIEpoja
(caxapo3a WM TIIIOKO3a), CTaTUCTUYECKH He oTiaudanach (puc. 13). Jedbuuur kanus
NPUBOAMI K JOCTOBEPHOMY CHHKCHHIO TUIOIIATU JHUCTOBOW MOBEPXHOCTH, MPUYEM B
HaMOOJIBIICH CTENEHHU POCT JMCTHEB ObLIT MHTMOMPOBAH MPH T00ABICHUH B TTUTATEIBHYIO
cpeny riaoko3sl (puc. 13). [lns kaxaoro tuma cpeabl ObUIO MpoBeaeHO u3mepenue 150

npopoctkoB (N=150).

30

20

mm2

05

Suc - ©
Gle

low_K
Glc_lowK -

Puc. 13. ITnomaab MOBEPXHOCTH JIMCTOBOM IUIACTHMHKH TpopocTkoB Arabidopsis
muann Col-0 Bozpactom 11 CyTOK, BBIpAIICHHBIX Ha CpelaX ¢ HOPMAJIBHBIM COJICPIKaHHEM
U JIePUIIMTOM Kalus, a TaKkKe C Pa3IMYHBIM COCTaBOM caxapoB. SUC — HOpMaJIbHOE
coJiepkaHue Kanus, caxapo3a; GIC — HopManbHOE cojiepKaHue Kaius, rroko3a; low_K —
neunut kanws, caxaposa; Glc_lowK — ngedummr xanms, rimokosza. Ha Gokc-morax
MPEJCTaBICHBI MEIMAHbI U pacnpeeaeHue 3HaueHu 150 n3mMepeHunii Ha Ka)K1bIi BapUaHT
cpenbl MO KBApTUJISIM. YChbl 0003HAYaIOT MaKCHUMalbHbIE U MHUHHMAJIbHBIC 3HAYCHUS.
JloctoBepHOCTh  pa3nuuuii  o0o3HaueHa OykBaMH ¥ OIICHUBAlIach  METOJOM
MHOKECTBEHHOT'O CpaBHEHUs ¢ MpuMeHeHneM nucrnepcruonnoro anannza ANOVA u post
hoc tecta Trroku mipu p < 0,05.

3.1.2. HenocTaTok KaJus ¥ IHePreTHYeCKUil 00MeH B KJIeTKaxX KOpHeii
IPOPOCTKOB

Jlnst aHanu3a BIMSIHUS TOJIOJAHUSI MO0 KaJUI0 HA DHEPTreTUYECKHl OOMEH KJIETOK
onpenaessuid ypoBHU AT® B kopHsIX 14-1HeBHBIX IPOpocTKOB nHuU COl-0, BRIpalieHHBIX
Ha YETBIPEX TUIIAX CPeJ CoryacHo 1. 2.2.4. 3aMeHa caxapo3bl B COCTABE CPE/Ibl HA TIIIOKO3Y
Ha (OHE HOPMAJIBLHOTO YPOBHS Kaliusi MPUBOAWIA K JIOCTOBEPHOMY YBEIUYCHHIO
comepxkanust AT® B kopHsix mpopocTkoB (puc. 14). Jlepuuumr xamus B cpene
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BBIPAILMBAHUS HE IPUBOJMI K CHUKEHUIO MpoayKUuu AT®D y IpopOCTKOB, BBIPALIEHHBIX
Ha cpelie ¢ caxapo3oH, OAHAKO, JOCTOBEPHO CHMXkan coxepxkanue ATD y mpopocTKoB,

BBIPAIIIEHHBIX Ha CPeJIe C IIII0K030H (puc. 14).

30- ]
ab

525— b b
Q -
B | -
2 20- |
Ry
° i
E 15

o[ S — —

Suc Glc Suc/lowK Glc/lowK

Puc. 14. Yposuu AT® B xopusix npopocTtkoB apadbugomncuca Col-0, Bozpactom 14
CYTOK, Ha cpeJlaX C HOpMaJbHBIM COJIEPKaHUEM KaJIHs U ¢ Ne(UIIUTOM Kallus, a TAKXKE C
pa3IMYHBIM COCTaBOM CaxapoB. SUC — HOpMaJbHOE CojepKaHue Kanus, caxapo3a; Glc —
HOpMaJIbHOE COJIep)KaHhe Kajus, Tioko3a; Suc/lowK — nedurnur xamus, caxaposa;
Glc/lowK — nedunmr kanus, riaoko3a. Ha Ookc-miorax mpeacTaBieHbl MEIHUaHbl U
pacrpeseneHie 3HaueHUd 6 OHMONOTMYeCKMX W 3 aHATUTHUYECKUX IOBTOPHOCTEH Ha
KKl BapuaHT cpeabl (n=18) mo kBapTwisiM. Ycbl 0003HayalOT MHUHHUMAaJIbHbIE U
MakCUMajbHble 3HaueHHs. JlOCTOBEpHOCTH pa3nuuuii o0O3HauYeHa OykKBamMH U
OIICHMBAJIACh METOJIOM MHOXECTBEHHOTO CpPaBHEHHUS C NMPUMEHEHUEM JHCIIEPCUOHHOTO
ananmza ANOVA u post hoc Tecta Trroku ipu P < 0,05.

3.1.3. Poab kajus B peryJsilifii reHoB, KOAMPYHOIINX (epMeHThI, YYaACTBYIOIIHE
B IVIMKOJIN3€, MUTOXOHAPHAJIbHOM JIBIXAaHMH M ACCUMUWJISILINH a30Ta

UToOb! ONpeAenuTh BIUIET JIU ASQUIHUT Kajusi B Cpe/ie BhIpAlIMBAaHUS HA YPOBHU
HKCIIPECCUM TEHOB, KOAMPYIOUIME HEKOTOpble (EepMEHThl AaCCUMMJIISLMU  a30Ta
(AT1G66200, AT1G37130, AT5G07440, AT3G17820), rmukxonmza (AT1G12000) wu
metabonmuzma nupyBarta (AT2G36580), oskcrparmpoBasiu PHK u  mpoBomunu
npobonoaroToBky (. 2.2.2.1-2.2.2.6) u3 kopHeit 11-mgHeBHBIX npopocTkoB guruu Col-0,

BBIPAIICHHBIX Ha YCTBIPEX Pa3JIMYHBIX CpCaax W HU3MCPAIN YPOBHHU OKCIPCCCHUH C

nomotnbto [TIP-PB (1. 2.2.2.7).
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3 PFK(AT1G12000) 2 PK(AT2G36580) 2 r FUum(AT2G47510) ? NADP-ME2
o (ATS5G11670)
= 25
g_ 15 | 15 F 15 |
e 2
% 15 1+ 1+ 1
e o1
E 05 05 0,5 |
L%I},S -
o o o ]
KiSuc KISl lowkdSuc lowkiGlc KiSuc KiGIc  lowdiSuc lowiGle KiSuc KiGIc  lowi'Suc lowdiiGlc KiSuc KiGle  lowkiSuc lowtlGlc
21 GIS1.3(AT3G17820) 51 GDH2(AT5G07440) 2r Gin1.2 2 INIA2(AT1G37130
® (AT1G66200) ( )
E 15 + 15 15 F
bt 1 F
g 1 b 1 1 b
% 05
@ 05 | 0.5 | 0 |
]
¢ KiSuc KiGle lowiiSuc lowkiGlc ¢ KiSuc KMGlc  lowkiSuc lowklGlc 0 KiSuc KiGlc  lowiiSuc lowkiGlc o K/Suc KiGle  lowsiSuc lowid'Glc

Puc. 15. YpoBHU 3KCIpECCHH IeHOB, KOAUPYIOMMX (HEPMEHTHI MIIMKOJIN3a, MUTOXOHIPUATBHOTO JbIXaHHUs U ACCHMUISIIUU a30Ta Y
11-aueBHbIX MpopocTkoB CoIl-0, BeIpamnBaeMbIX Ha Cpeax ¢ pa3HbIM COJepKaHHeM Kaus U caxapoB. K/SUC — HopMabHOE cojepikaHne
kaus, caxaposa; K/GIc — HopmanbHOe conepkanue kanus, nioko3a; lowK/Suc — nepurut kanus, caxaposa; lowK/Glc — nepunut xamus,
rmoko3a. PFK — docdodpykrokmnaza (AT1G12000); PK — mupysarkmuaza (AT2G36580); Fum — muroxonmpuanbHas Qymapasa 1
(AT2G47510); NADP-ME2 — uwmrozonbHbiii HAJI®D-manuk su3um (AT5G11670); GIS 1.3 — mnuro3onbHas riyTaMuH-CHHTETasza 1.3
(AT3G17820); GDH2 — muroxonapuanbHas riytamar geruaporenasa 2 (AT5G07440); GInl.2 — nuro3onbHas rIyTaMHHCHHTa3a 1.2
(AT1G66200); NIA2 — autpat-penykrasa 2 (AT1G37130).
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Jlebunut kanusi B cpele BBIpANIUBAHUS HE OKAa3bIBAI CYIIECTBEHHOTO BIMSHUS Ha
W3MEHEHUs YPOBHEW OHKCIPECCUU HCCIeAyeMbIXx TreHoB (puc. 15), uyto mno3Boisier
MPEANON0XKUTh, YTO HA JTale IPOPOCTKOB OCHOBHOM MNPUYMHON HWHTHOMPOBAHUS
aKTUBHOCTH TUPYBATKWUHA3bl W JPYrMX (PEPMEHTOB, YYaCTBYIOIIUX B TJIHMKOJIMU3E U
accuMusiiim azota (Armengaud et al., 2009) MoskeT BBICTYIIATh MOCTTPAHCKPUIIITHOHHAS
PEryisius uX aKTUBHOCTH.

3.1.4. Bausinue aepuiura Kajus B cpeae MPopaliMiBaHus HA Jerpaaaiuio
odmrero oeska mpopoctkoB Arabidopsis thaliana

YroOnbl BRISICHATH BhI3bIBaCT Jin Aeduuut K B cpene nerpaganuio 6enka, v eci 1a,
TO y4acCTBYET JIK B 3TOM aBTO(Darusi, MpoBEJH HKCIIEPUMEHT, B KOTOPOM MTPOPOCTKHU TUHUU
Col-0 B Teuenue 7 mHEH BBIpaIIMBAIN Ha KOHTPOJBHOH cpene («HOPMAaIbHBIH YPOBCHb
KaJldsi, caxapo3ay), a 3aTeM Ha 2 JIHS MEePEeHOCUJIM Ha Cpelbl ¢ Jo0aBiIeHUEM WU 0e3
noOaBneHust THTuOuTOpa aBTodaruu 3-metuwnageHuHa (3-MA), KoTopbie OTIIMYAIHUCH KaK
M0 COJEPKaHUIO Kaiusl, TaKk M IO HAIWYUIO/OTCYTCTBUIO caxapo3el (m. 2.1.2.3).
DKCTPaKIHMIO TOTAIBHOTO OeJika IMPOBOIWIN corjacHo 1. 2.2.3.1.

VY mpopoCTKOB, MEPEMEIICHHBIX HAa KOHTPOJIBHYIO cpeay ¢ nobaBieHueM 3-MA
Ha0Jr01aIuCh 00JIee BEIPAKEHHbIE OETKOBBIE MOJIOCHI, YEM Y TPOPOCTKOB Ha KOHTPOJIbHOM
cpene 6e3 3-MA, 4To CBHIETEIHCTBOBAJIO O MTPOTEKAHUH 0a3aJIbHOTO YPOBHSI JIErpaaliuu
Oenka mo mMexanusmy aBrodaruu (puc. 16). M3BecTHO, YTO TONOJAaHUE MPOPOCTKOB IO
caxapose MPUBOJUT K WHIYKIUU aBTOparuu M Aerpajanuu Oeika Mo 3TOMy MyTH, U Ha
reJjie COOTBETCTBEHHO HA0JI10/1aJI0Ch UCUE3HOBEHHE MIIH OclabiieHre O0IbIINHCTBRA MOJI0C,
HO OJTOT mpolecc wuHrubuposancs mpobasiaenuem 3-MA (puc. 16). Ilpopoctku,
MEPEHECEHHBIE HA HKCIIEPUMEHTAIBHYIO CPEly C Caxapo30il U HU3KUM YPOBHEM Kaius,
TaKke OBUTH MOJBEPXKEHBI Jerpaganuu Oenka, KoTtopas nojasisuiack 3-MA (puc. 16).
Takum oOpazom, nedpunut K* B mutaTensHON cpeje BbI3bIBACT, ACTpajalldio Oeika B

PacTUTENbHBIX KJIETKaX, KOTOpas ornocpeioBaHa aBTodarueil.
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K/sucrose K/ w/o sucrose lowK/sucrose

-3-MA  +3-MA  -3-MA  +3-MA -3-MA  +3-MA

Puc. 16. PesynbraT 351€KTpOo(OpETHUECKOr0 pa3jesieHus] B MOJHAKPUIAMUTHOM
rene TotanbHOro Oenka 11-mHeBHBIX mpopocTkoB COIl-0 ¢ mUTAaTENBHBIX Cpell ¢ pa3HbIM
COZIEpYKaHMEM Kalus U caxapo3bl. K/SUCr0Se —HOpMalbHOE CollepKaHue Kalus, caxapo3a;
K/ w/o sucrose — HopmainbHOe cojiepxkanue Kanus, oe3 caxaposbl; lowK/sucrose — Huskuit
YpOBEHb Kanus, caxapo3a; -3-MA — murarensHas cpena 0e3 g00aBiieHUsST UHTHOUTOpA
aBrodaruu; +3-MA — nurarenabHas cpeja ¢ 100aBIeHUEM HHTMOUTOpa aBTO(daruu.

3.1.5. UccnenoBanne n3MeHeHus1 ypoBHA aKTHUBHOCTH TOR-KkMHA3bI B yCJI0BHSAX
AeUIUUTA KATUSI METOAOM BeCTepPH-0JIOTTHHIa

JInst n3ydeHus: akTuBHOCTH KMHAa3bl T OR Oblla MCTHOJIB30BaHA MyTaHTHAs JTMHUS
35S::S6K-FLAG co cBepxakcmpeccueil TeHa, KOIUPYIOIIETo puOOCOMalIbHBIN OeloK
S6K1 — onun u3 BaxHenmux cyoctparoB TOR. AxtuBHocTh kuHa3el TOR oneHnBamn
IMyTEeM KOJMYECTBEHHOTO OIpeaeieHus COOTHOIIeHus obmero Oemka S6K1 k ero

dochopunmpoBannoit popme pSOK1 (1. 2.2.3). B xadecTBe MOTOKUTEIHHOTO KOHTPOJIS
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npuMeHsuIack 0b6paboTka komOmHanumedn uHruomropo 500 ’M AZDS055 + 1 mMxM
panamMuIMH, B KOTOPYIO MOMELIAIN KOPHU MPOPOCTKOB Ha 24 yaca (2.2.3.1). UnrepecHo,
YTO TOJHOTO MHTHOMpoBaHus akTHBHOCTH TOR moctnys He yAamoch, 9YTO MOXKET OBITh
CBSI3aHO € BBICOKOM akTuBHOCTBIO TOR B ObICTpOpacTymIuX TKaHSAX MPOPOCTKOB (pHC.

17a).

B K/sucrose

s ¢ & {ﬁ" = ® K/glucose
a & & & ng 5 O lowK/sucrose
5 ) OlowK/glucose
anti-Phospho-S6K - mRAPA+AZD
b
25 4

BJ

anti-S6K

=
Ch

CHIHADA, VOO, ¢

—

anti-Histone3

25_ R '
-
. 0

L=
h

HHTeHCHEHOCTE HOPMATA R0 BAHHOTO

Puc. 17. Ananu3 aktuBHocth TOR-KuHa3bl B MPOpPOCTKaX TPAHCT€HHOW JMHHUU
Arabidopsis  thaliana, skcmpeccupyromeii  koHcTpykimio — p35S:S6K1-FLAG,
BBIPAIIEHHBIX HAa YETHIPEX PA3IMYHBIX Cpelax, KaK yKa3aHo. 8, aHaJIN3 CHeHU(PUIHOCTU
CBSI3BIBAHUSI AHTHUTEN C IIEJIEBBIM OEJIKOM METOJOM HMMYHOOJOTTHHra. B kadecTBe
MOJIOKUTEITFHOTO KOHTpOIIst mHruOupoBanuss TOR mcnonp30BaHbl TPOPOCTKU U3 YallleK
K/Suc mocne 24 4 unkybanuu B cmecu unHruouropoB TOR AZD8055 (500 M) +
panamuniuH (1 MxM) (RAPA+AZD). Crpenkamu yka3aHa macca COOTBETCTBYIOIIUX
oenkoBeix mosioc (k[la). 0, KONMMYECTBEHHBINM aHANIW3 OTHOLIEHWS WHTEHCHUBHOCTEH
curtana pS6K no oTHoueHuto k curHany HedochopuiarpoBanHoro S6K ¢ nomnpaBkamu
Ha pedepeHcHblii curHan rucroHa H3. IlpeacraBnensl cpenHue apupmMeTHUECKUE
3HAYEHHUS TpeX OWOJIOTHYECKHX TIOBTOPHOCTEH Ha BapHaHT. YCbl 0003HAYaIOT
CTaHJApTHOE OTKJIOHEHHE. JlOCTOBEpHOCTh pa3nuuuii o0o3HaueHa OykBamMH U
OLICHMBAJIACh METOJIOM MHOXECTBEHHOI'O CPaBHEHHUS C NPUMEHEHUEM JIUCIEPCHOHHOTO
ananu3za ANOVA u post hoc Tecta Toroku npu p < 0,05.

Ananmu3 aktuBHOCTH TOR B KOpHSIX OPOPOCTKOB, BBIPAIICHHBIX HA YETHIPEX
pa3IUYHBIX Cpelax, OMHMCAHHBIX paHee, MOoKa3ajd, 4TO B NPUCYTCTBUU TJIIOKO3bl U

HOPMAJIbHOM COZIepKaHUM Kallus B CpPe/ie BBIPALIMBAHHUS YPOBHHU (hocopuinpoBaHus

92



S6K1 Obum B n1Ba pasa BbIIIE, YeM B IPUCYTCTBUU caxapo3sl (puc. 170). B kopmsix
IPOPOCTKOB, BBIPAILIEHHBIX HAa Cpele C caxapo3od W JACPUIUTOM Kalus, YpPOBHU
akTuBHOCTH TOR OBLIM CHUXKEHBI B JIBA pa3za MO CPaBHEHHMIO C TAKOBBIMU Ha CpeJie C
caxapo30il M HOpPMaJbHBIM COACpXKAHUEM Kalius, W OBUIM aHAJIOTHYHBI YPOBHSM,
HaOMIOJaeMbIM Y TPOPOCTKOB, HWHKYOMpPOBaHHBIX C panamuiuHoM U AZDS8055 -
unruoutopamu TOR (puc. 176). AxktuBHoCcTs TOR y IpopoCTKOB, BBIpalIeHHBIX Ha CpeJie
C TIJIIOKO30M M HHU3KUM COJEpKaHHEM Kallusd, BOCCTAHABIMBAJIach [0 YpPOBHEH,
HAOII0/IaeMbIX JUIsi KOHTPOJIBHOM Cpelpl € caxapo30il M HOPMaJbHBIM YPOBHEM
colepkaHusi Kanusi (BEpOSITHO, HMEJIO MECTO «CYMMHPOBAHHE» IOJIOKHUTEIHHOTO
apdexra rarOK03bl U oTpullaTenbHOro 3¢dexta neduiuTa Kamaus), YTO MO3BOJSAET
HPEAINONIOKUTh, YTO TIOKo3a u jaedunur K* nefcTByrOT HE3aBHCHMO B CHUTHAIBHOM

KackaJie, peryiupyrouieM akTuBHOCcTh TOR.
3.1.6. YpoBHM 3KCIIPeCCHHU I'eHOB, KOAMPYIOIIUX KATATUTHYECKHE CY0beTUHUIIbI
SnRK1 - KIN10 u KIN11, y Tpancrenubix JuHumii Arabidopsis,

IKCHPECCUPYIOIIUX  KOHCTPYKTBI p35S::KIN10 (KIN100X) U
p35S::kin10(RNAI) (KIN10RNAI)

[Tpu narnéupoBanuu oobmeit aktuBHocTH SNRK 1 myTem momaBieHus 3KCIpecCHn
rena, kopupytotiero KIN10, aktuBHocTh SNRK 1 MOXET 4aCTHYHO BOCCTaHABIMBATHCS 32
cuer Apyroi karamutudeckod cyowpemuuuipl - KIN11 (Baena-Gonzalez et al., 2007).
[TosTomMy ObUIM WHCCIIEIOBaHBI ypOBHH dKcrpeccuu oboux reHoB, KIN10 u KIN11
(AT3G01090 m AT3G29160), y wucmonbp3yeMbix B paboTe TPaHCTCHHBIX JIMHUHN
Arabidopsis,  skcmpeccupyromux — koHCTpykThl  P35S::KIN10  (KINI0OX) w
p35S::kin10(RNAI) (KINTORNAI) (puc. 18, 19).

VYposenb 3kcnpeccuu KIN10 Bo B3pocibIX JHCThSIX pacTeHUi nukoro Tuma (Ler)
ObLT 3HAYMTENILHO BbIIIE, 4eM B popocTtkax (puc. 18). V pacrennii KIN100X1 ypoBeHb
skcnipeccuu KIN10 6but B mecsitku pas Boimie, a y pacreHuii KINLIORNAI — Huke, yem y
JTUKOT'O THIA, IPUYEM KaK B IPOPOCTKAX, TaK U B TUCThAX (puc. 18). YpoBHu 3kcnipeccun

KIN11 ne otnuuanuce y nunuit Ler, KIN100X1 u KINIORNA1 — HM y IpPOPOCTKOB, HU Y
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JUCTBEB B3pociibiX pacteHuit (puc. 19). Takum oOpazom, MOXKHO Mpenoyiaratb, 4To
ypoBHH 3kcnpeccur KIN10 y ucmonb3yeMbix B paboTe TpaHCTeHHBIX JuHuNA Arabidopsis

KIN100OX u KIN10RNAI otpaxarot ypoBeHb akTHBHOCTH SnRK1.

T 35LER * © 35;KIN10RNAI1 T 357KIN10RNAI2 T 160[KINT100X1 =*
2 30 * £ 30; B 30t 8 140; —
g 25t g 25/ B 251 8 1204
8 20; 9 20! 2 2ol 5 100t
§ 15, E 15! 5 15 5 o0 ﬂﬂ?ﬂﬂ
§10- %’10- §10- %’ 40!

seedling leaf seedling  leaf seedling  leaf seedling leaf

Puc. 18. Hsmenenue ypoBueir skcnpeccun KIN10 Arabidopsis thaliana y
POpPOCTKOB 0e3 cTpeccoBoro Bo3neicTBus (seedling) ¥ B JIMCTHAX B3POCIBIX PAaCTCHUH
(leaf), mogBeprmmxcs ctpeccy 3aconenuem. LER, nukuit Tun (skotun Landsberg erecta);
KIN10RNAI1, KIN10RNAI2 - He3aBucHMBbIC JIMHUU ¢ moAaBieHueM skcripeccun KIN1O,
KIN100OX1 - munus-ceepxakcnpeccop KIN10. Ha Gokc-mmoTax mpeacTaBieHbl MEAHAHBI
U pachpelnelieHHe 3HAYeHUH 10 KBapTWISAM. YCbl 0003HAYalOT MHUHUMAJIbHBIE U
MaKCUMAaJIbHBIC 3HAYCHHS. * OTpa)kaeT CTATUCTHUYECKH 3HaumMblie pazimuws (p < 0,05)
MEXTy IPOPOCTKAMH U JTUCTHSIMHU OJTHOM JIMHUU.

T 35LER © 35/ KIN10RNAI1 T 35/ KINTORNAI2 o 35(KIN100X1

230 230 230 23

g 25 g 25¢ % 257 295

% 20 2 20 2 20 2 20

815 2151 £15¢ £15

210 210; 210+ g10

g 5 8 51 — B 5/ == %5

¢ ol ! T ¢ ol T g o BEI =
seedling  leaf seedling leaf seedling  leaf seedling  leaf

Puc. 19. Usmenenue ypomueit skcnpeccun KIN11 Arabidopsis thaliana vy
IPOPOCTKOB 0€3 cTpeccoBoro BosaeicTBus (Seedling), u B JUCThIX B3POCIBIX PACTCHUM,
noasepriumxcsi crpeccy 3acoijenneM. LER, mukumit tun (sxotunm Landsberg erecta);
KIN10RNAI1, KIN10RNAI2 - He3aBucuMbIc TUHUH ¢ moaaBieHuem sxcrnpeccun KIN1O,
KIN100X1 - nunus-csepxaskcnpeccop KIN10. Ha Gokc-muioTax npeactaBieHbl METUAHBI
U pacrnpeieNicHHe 3HAa4YeHWH MO0 KBapTWISM. YCbhl 00O3HAYalOT MHHHUMAJIbHBIE U
MaKCUMaJIbHBIC 3HAYCHHS.
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3.1.7. U3ydenue poau SnRK1 B akTuBanuu aBrogaru4eckoro noToka npu
aepuuUTe KAJIUA

Hedpunur K™ mpuBogur k mHakTHBanmuu TOR (puc. 17), a Takke K YCHICHHIO
Jerpananuu 0enka mo aprodarundeckomy myTtd (puc. 16). Jlns Toro, 4ToObl OnpenennTh,
BIIUSET JUM HEJOCTATOK Kajus Ha aKTMBHOCTh aBTO(Aruu MyTeM HEMOCPEICTBEHHOTO
uHruOuposanust TOR, nnu nuHruOupoBaHue onocpe 0BaHO aKTUBHOCTHIO KMHa3bl SnRK1,
ObUIM TMpPOAHAIM3UPOBAHBI PACTEHMsI apaOuIoNCcHca CO CBEPXIKCIpECCHEl TIeHa,
KOJUPYIOIIETo KatauTHaeckyro cyobenuauily SnRK1 — 6emox KIN10, a Takxe nuHUN
RNAI1 ¢ momaBieHHON 3KCIpeccrel 3Toro reHa. J{eTeKIuo U KOJWYECTBEHHBI aHAIN3
aBTO(arocoM IMPOBOJUIN C MOMOIIBIO OKPacCKW MOHOIAHCHJIKAJIaBEPUHOM COTJIACHO
n.2.2.5.1.

VY OpopocTKOB pacTeHWil TUKOro Tuma Ler, BhIpAlIEeHHBIX Ha Cpelle C HU3KUM
coJlep>KaHMEeM Kallds, YHCIO aBTO(arocoM OBLIO 3HAYMUTEIHHO BBIIIE, YEM B KOPHAX
pacTeHMii, BEIPAILIEHHBIX HA CpelaXx ¢ HOPMaJIbHBIM cojiep:kaHueM Kanus (puc. 20a, r).

B 10 xe Bpemsa y npopoctkoB smHME KIN10OX co cBepxakcnpeccuein KIN10,
BBIPAIIIEHHBIX HA YEThIPEX BUaX cpel, HabIo1a710Ch O0IbIIOE KOTHMIECTBO aBTO(arocom,
KOTOpPO€ HE MEHSJIOCh B 3aBUCUMOCTH OT THIA caxapa WIM W3MEHEHHUs] KOHIIEHTPALU
Kanusi B cpene BbipamuBanus (puc. 200, g). DTO yKa3plBaeT Ha yBEJIMUYCHUE
aBTO(arnyeckoro TMOTOKAa IO CPaBHEHUIO C JUKUM THIIOM, BBI3BAHHOE BBICOKOU
KOHCTUTYTUBHOW akKTUBHOCTBIO SnRK1.

VY npopoctkoB ynmHuii KIN1ORNAi konmudectBo aBTOdarocom OBUIO CXOIHO C
TaKOBBIM B PACTEHUSIX JUKOTO TUIIA, BBIPALLIEHHBIX HA CPEJIE C HOPMAJIbHBIM COJIEpKAHUEM
KaJIusi, ¥ He MEHSJIOCh B OTBET Ha J00aBlIcHUE TUIIOKO3bI WK mpu aedunute K* B cpene

pocTa (puc. 20s, €).
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Puc. 20. ABrodarocomsl (0OKpacka MOHOJAHCHUIKAIaBEPUHOM) B KJIETKaX KOpHEH
npopoctkoB Arabidopsis thaliana, BeipaiieHHBIX Ha YeThIpEX cpeaax. a - Ler, TUKHUN THII,
0 - mpopoctku co cBepxdkcmpeccueir KIN10, B — mpopocTkd ¢ HMHTHOMpPOBAHHOM
skcnpeccueil  KIN10. Crpenku yka3pIBaloT Ha aBTO(QArocOMbl. I, KOJHYECTBO
aBTO(arocom, MoKa3zaHHOE Ha a. 1, KOJIMYECTBO aBTo(arocom, MnokasaHHoe Ha 0. e,
KOJINYECTBO aBTO(arocom, rmokazanHoe Ha B. Ha 60kc-TuioTax mpecTaBieHbl MEAUAHbI U
pacmipeseieHne 3HAYCHHH 1O KBapTWISAM. YCbl 00O03HAYalOT MHMHUMAJIbHBIE U
MaKCHUMaJIbHBIE 3HaUueHUA. MaciTaOHble TUHENKH: A, 0, B 100 MKM.
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OTU JaHHBIC CBUICTEILCTBYIOT O TOM, YTO MHIYKIHUS aBTO(Aruu y mpOpOCTKOB,
mumeHHbIX K, MoxkeT ObITh onocpenoBana SnRK1. Bo3smoxno, nedunut K* Biusn Ha

aktuBHOCTH TOR Taxxke uepe3 SnRK1.

3.2.  Yuactue SnRK1 B peryasiuumu npoueccoB (poToCHHTE32
3.2.1. deHoTUNHYECKHE U3MEHEHHSI PACTEHHI MO/ AeliCTBHEM C0JIEBOT0 cTpecca

JI1st TOrO, YTOOBI BBISICHUTH POJIb OCHOBHOTO CEHCOpA PHEPTrEeTUYECKOro CTaTyca
pactenuid - kuHa3pl SnRK1 - B perynsiuuu QoTocHHTETHUECKOTO MeTaboyin3Ma, Oblia
npojojbkeHa paboTa ¢ JIMHUAMH —apabujiorncuca co  CBEPXIKCIpPEccCUeil  reHa,
koaupyroriero KIN10, nuausmu RNA1 ¢ mogaBiaeHHOM SKCIIPEeCCUei 3TOro reHa v THHueH
nuKoro tuna Ler B kauecTBe KOHTPOJIS.

Pactenus BoipamuBanu cornacHo 1.2.1.2.4 1 moaBepraiu colIeBOMY CTpeECCy Kak
ykazaHo B 1m.2.1.2.5. JIuctesa B3pOCIBIX pacTeHMil TuKoro tuma (3xotumn Ler) Ha TpeThu
CYTKH YMEPEHHOTO COJIEBOTO CTpecca UMeNnH cleapl ciaaboro xmoposa. Kpome Toro,
HaOJII0A0Ch CKPYYHMBAHUE OTIEIBHBIX JIMUCTOBBIX IUIAaCTUHOK. K mATBIM cyTkam
AKCIIEPUMEHTA 3TU CHUMITOMBI YCHJIMBAINCH M MPOCMATPUBAIUCH Ha OOJbIIECH YacTH
B3POCIIBIX TUCThEB (puc. 21a—B).

CxonHble (EHOTUNUYECKUE W3MEHEHHsS] pa3BUBAIUCh Wy pACTEeHHl CO
ceepxakcnpeccueit KIN10 (KIN100X1, KIN100X2), Ho XJI0p03 MOSBIISJICS HA TPEThH, a
CKpYUYMBaHHE JUCTHEB TOJIBKO Ha MAThIE CYTKH COJIEBOro crpecca (puc. 21x-u).

B nmunusx ¢ PHK-untepdepenuueit KIN10 (KIN10RNAil, KIN10RNAi2) He 6110
OTMEUEHO (EHOTUIUYECKUX W3MEHEHUW JIUCThEB, CBS3aHHBIX CO CTPECCOBBIM

BO3JICHCTBUEM HM Ha TPEThU, HU HA TSATHIE CYTKU COJIEBOTO BO3jAeicTBUS (puc. 211-¢).
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Puc. 21. ®enotunuueckue namMenenus pacrenuit Arabidopsis thaliana qukoro Tumna
Ler (a, 6, B), iuauu ¢ nogasneHHoi sxkcnpeccuerd KIN10 KIN10RNAI1 (t, 1, €) u iuHun
co ceepxakcnpeccuerd KIN10 KIN100OX1 (k, 3, 1) Tpy XpOHUYECKOM 3aCOJICHUH, TAC a, T,
*K — Qororpaduu pacTeHMii Ha TMEpPBbIE CYTKH 3acojieHus; 0, /I, 3 — Ha TPETbU CYTKHU
3aCOJICHUS; B, €, U — Ha MATHIE CYTKH 3acojeHusi. MacmtabHas nuHelka: 1 cm.

3.2.2. U3yuenue noka3zaresei 3ppexrtunoctu ®CI u ®CII y pacrenuii ¢
pa3ubiM ypoBHeM 3kcnpeccuu KIN1O nmpu cosieBom cTpecce

beumm  ucciienoBaHbl W3MEHEHUs BaXKHEWIUX TIOKa3aTened (OTOXMMHUYECKOM
aktuBHoctu (otocucrem (Y(II), Y(I), Y(NPQ)) kak omucano B 1m.2.2.6.1. B muctesax

pacTeHuil qukoro tuna Ler mporucxoauino J0CTOBEPHOE CHUKEHUE peajbHOTO KBAHTOBOIO
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Bbixosia OCII Y(II) npu ocBemnieHun CpeIHUMU MHTEHCUBHOCTSMH aKTUHUYHOTO CBETA
(107, 138, 228, 351 Mxmons M2 ¢ ') Ha TpeTbU M IATBIE CYTKM COJIEBOTO CTpeEcca
OTHOCHUTEIIbHO KOHTPOJIbHBIX TMOKa3zaTene (puc. 22a). Y pacTeHHil ¢ MOAaBIECHHOMN
skcnpeccuert KIN10 nmu6o vHe Habmoganock uamenennit B Y (II) (B muanu KIN10RNAI1),
mu60 niporcxoamio cHwkenue Y (II) k mareim cyTkam 3aconenus (B muaund KINIORNAi2)
(puc. 220, B). B smcthax aByx muHmN cBepxdkcrnpeccopoB KIN10 - KIN100X1 wu
KIN100OX2 obnapy:xensl focroBepHoe yBenuueHue Y (1) Ha TpeTbu CyTKM 3acolieHus, U
CHU)KEHHE JIaHHOTO IMapaMeTpa Ha TThle CYTKU 3aCOJICHUS O 3HAYCHHUM Y pacTeHHl B
KOHTPOJIBHBIX YCIOBHSIX (pHC. 22T, ).

KanTtoBbiit Beixon @CI Y(I) noctoBepHO yMeHbIIaNICA MO ACHCTBHEM COJIEBOTO
cTpecca B aukoMm Tune Ler (B quanazone 3HaueHu 138—837 MKM (DOTOHOB) K TpEeThUM
CyTKaM CTpecca, U He BO3BpaIlaJICsl K YPOBHIO B KOHTPOJE K ISITHIM CyTKaMm COJIEBOTO
ctpecca (puc. 23a). Y pactenuii ¢ nonasinenHoit sxcnpeccueit KIN10 Y(I) mpu coneBom
ctpecce He m3MeHsuicss b0 mocroBepHo cHmkancs (KINIORNAil u KIN10RNAi2,
cooTBeTCTBeHHO) (puc. 2306,8). B mucteax pactrenuii KIN100X1 u KIN100X2
npoucxoauio yeenudenue Y (1) Ha TpeTbu CyTKH COJIEBOTO CTpECca, a 3aTeM HaOII0AaI0Ch
camkenne akTuBHocTH DCI 10 ypoBHs, HAONIOIa€MOTO y pacTeHUH B KOHTPOJBHBIX
YCIIOBHSIX, BO BCEM JHaIia30He MHTCHCUBHOCTH OCBEIeHUs (puc. 23T, 1).

beino oneHeHo BiMSHUE 3aCONCHUSI HAa KBAHTOBBIM BBIXOJ| PEryJIHUPYyEMOTO
HeoTroxumudeckoro TymeHus dayopecueHunn Y(NPQ) kak ogHOTO M3 BaKHEMIIHUX
MexaHu3MoB npenorBpaiieHus: paspyuieruss OCII or u30bITKa MOTJIONICHHBIX KBAHTOB
cBera (puc. 24). B nuctesax apabumoncuca qukoro Tuma Ler mpoucxoausao J0CTOBEPHOE
MOBBIIIEHNE KBAaHTOBOTO BbIx0Aa Y (NPQ) K TpeTbUM CyTKaMm COJIEBOTO CTpecca, KOTOpOe

HUMEJIO T€ YK€ 3HAYCHUS TTOKa3aTels U K MATHIM CyTKaMm (puc. 24a).
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Puc. 22. 3aBucumocts kBanToBOro Bbixoga PCII (Y(II)) or uHTEHCHBHOCTH CBeTa,
u3MepeHHas B ucThsax Arabidopsis thaliana nukoro tuma Ler (a), muHAlN ¢ OAaBICHHON
skcrpeccret  KIN10 KIN10RNAil (6) u KINIORNAi2 (B), a Takxke JHMHHMA-
ceepxakcnpeccopo KIN10 KIN100X1 (r) u KIN100OX2 (1), B KOHTPOJIBHBIX YCIOBHIX U
npu cosneBoM crpecce. CHHAA CIUIONIHAS JIMHUA C MapKepaMH-poMOaMu — 3HAa4YCHMS,
MOJIyYCHHBIE HA PACTEHUSX B KOHTPOJIBHBIX YCIIOBUSX; KpACHAS IITPUXITYHKTUPHAS JTMHUS
C MapKepaMHu-KBaJjpaTaMH — 3HAYCHHUS, IOJIYICHHBIC Ha 3 CYTKHA XPOHUYECKOTO 3aCOICHUS
pacTeHmii; 3enéHas MyHKTUPHAs JUHUS C MapKepaMU-TPEYrOJbHUKAMH — 3HAYCHUS,
NOJYYCHHBIE Ha 5 CYTKM XPOHHYECKOTO 3aCOJIEHUS pacTeHHil; * m A — J0CTOBEpHBIE
paznuuMs MEXIy U3MEpPEHUsIMU B KOHTposie ¥ Ha 3 (*) nmubo Ha 5 (A) cyTKu coieBOro
cTpecca, COOTBETCTBEHHO, COTIACHO pe3yibTataMm AucrepcuoHHoro anann3za ANOVA u
post hoc tecta Trioku npu p < 0,05. [lokazansl cpennue apudmernyeckue 3Hauenus 10
HE3aBUCUMBIX H3MEPEHUH, BBIMOJIHEHHBIX Ha JHUCThAX 10 pasHBIX pacTeHHH OIHOTO
reHoTHna. [11aHku TMOorpenrHoCTH 0003HAYAIOT CTAaHIAPTHOE OTKJIOHEHHE OT CPETHETO.

Ocp abcumce - 3HAYEHUS] MHTCHCHUBHOCTU OCBelIeHHs B MKM (OTOHOB M2 ¢l ocp
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opauHatr  —  3HadyeHuss mapamerpa  Y(II) B OTHOCUTENBHBIX  €IUHHUIIAX.
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Puc. 23. 3aBucumocts kBaHTOBOro Bbixoga ®CI (Y(I)) or MHTEHCUBHOCTH CBETAa,
u3MepeHHas B JMCcThsax Arabidopsis thaliana qukoro tuna Ler (a), muHuii ¢ moaaBieHHOM
skcrpeccueit KIN10 - KINI1ORNAil (6) u KIN10RNAi2 (B), a Takxke JIHHHIA-
ceepxakcnpeccopoB KIN10 - KIN10OX1 (r) u KIN10OX2 (1), B KOHTPOJIBHBIX YCIOBUSIX
U 1pHu cojieBoM cTpecce. CHHSAS CIUIOUIHAs JUHUS ¢ MapKepaMu-poMOaMu — 3Ha4Y€HUS,
MOJTyYCHHBIE Ha PACTEHUSAX B KOHTPOJIBHBIX YCIOBUSAX; KpacHAas IITPUXITYHKTUPHAS JTUHUS
C MapKepaMu-KBaJipaTaMH — 3HAYEHU, T0JIyYEHHbIE Ha 3 CYyTKU XPOHUYECKOTO 3aCOJIEHUS
pacTeHuil; 3en€Has MyHKTUpPHAs JIMHUSA C MapKepaMU-TPEYrojibHUKaMH — 3HA4YCHMUS,
MOJIyY€HHbIE Ha 5 CYTKM XPOHMUYECKOI'O 3aCOJIEHUSl pacTeHWil; * u A — JOCTOBEpHbIE
pa3nuyms MEXIy U3MEpEeHUsIMH B KOHTpoJie ¥ Ha 3 (*) nubo Ha 5 (A) CyTKH COJEBOTO
cTpecca, COOTBETCTBEHHO, COIVIACHO pe3yjbTaTaM aucriepcuoHHoro aHanusa ANOVA u
post hoc Tecta Trroku npu p < 0,05. [lokazansl cpenuue apupmernyeckue 3HadeHus 10
HE3aBHCHMBIX W3MEPEHUH, BBIIIOJHEHHBIX Ha JHUCThAX 10 pa3sHBIX pacTeHHl OJIHOTO
reHoTuna. [lnanku morpenHocTH 0003HAYAIOT CTAHAAPTHOE OTKIOHEHHE OT CPEIHETO.
Ocpb abcuycc - 3HAUYEHUS MHTEHCUBHOCTH OCBeEIIeHHS B MKM (OTOHOB M2 ¢%; ochb
opauHaT — 3HayeHus napamerpa Y (II) B oTHOCUTENbHBIX eUHUIIAX.
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B nmunusx KIN10ORNA1 yposens Y(NPQ) nu6o He uzmensics, 1100 MOBBIIIANICS K

nsaTbiM cyTkaM 3acoeHus (KIN1TORNAil u KINIORNAIi2, cootBeTcTBeHHO) (puc. 140,B).

B mucteax obeux auHuil KIN10OX 00HapyXeHO CHHM)KEHHE TEIUIOBOM JUCCUIIALUU

SHEPTUH K TPETHUM CyTKaM 3acosieHus (puc. 14 r, x). Kpome toro, y muanu KIN100X1

3HA4YCHHUs KBAHTOBOI'O BbIXOJa He(i)OTOXI/IMI/ILIeCKOI‘O TYHICHHUA K IIATBIM CYTKaM HC

BO3pacTalid JI0 ypOBHS KOHTPOJbHBIX mokazarenei pacrenuit KIN100X1 (puc. 14 r)

M3MeHeHnii KBaHTOBOT'O BBIX0J1a Heperynupyemoro Tymenus guyopecuenunn Y (NO) He

BBISIBJICHO HU B OJHOM W3 HCCIeAyeMbIX JHHHMIM apabumorncuca (tabn. 4), 4ro

CBUJIETENILCTBYET 00 OTCYTCTBUM CTPYKTYpHBIX HapymieHuil myna @CII nox aeiictBuem

COJICBOT'O CTpECCa.

Tabdmuna 4. IlokasaTenn KBaHTOBOTO BBIXOAA HEPETYIUPYEMOrO TYIICHHS

diyopecuentmu Y(NO) npy ocBEIEHHH aKTHHUYHBIM CBETOM 351 MKMOJIb M2 ¢t

Ler KIN1ORNAI1 | KIN1IORNAI2 | KIN10OX1 | KIN100OX2
KOHTPOJIb 0.34+0.02 | 0.39+0.03 0.43+0.02 0.33+0.02 | 0.39+0.02
NaCl (nens 1) | 0.36+£0.01 | 0.43+0.04 0.43+0.02 0.35+0.04 | 0.40+0.03
NaCl (zens 3) | 0.36+0.02 | 0.43+0.02 0.43+0.01 0.33+0.02 | 0.40+0.04
NaCl (gess 5) | 0.36+0.03 | 0.44+0.02 0.41+0.03 0.36+0.03 | 0.41+0.06
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Puc. 24. 3aBucumocts kBaHTOBOro Bbixoga NPQ (Y(NPQ)) or MHTEHCHBHOCTH
cBeTa, m3MepeHHas B JucThsax Arabidopsis thaliana aukxoro tuma Ler (a), muHui ¢
nonasneHHoi skcnpeccueit KIN10 KIN10RNAi1 (6) u KIN10RNAI2 (B), a TakKe JIMHUMN-
ceepxakcnpeccopoB KIN10 KIN10OX1 (r) u KIN100X2 (1), B KOHTPOJIBHBIX YCIOBUSIX U
IIPHU COJIEBOM CTpecce; KpacHasl IITPUXITYHKTUPHAS JUHHUS ¢ MapKepaMu-KBajJpaTaMu —
3HAQUYECHMS, IOJYyYECHHbIE Ha 3 CYTKH XPOHHWYECKOTO 3acCOJICHHMsI pacTEHUU; 3eséHas
MyHKTUPHAS JIMHUS C MAPKEPAMHU-TPEYTOJIbHUKAMH — 3HAYEHUs, IOJyYCHHBIC Ha 5 CYTKHU
XPOHUYECKOTO 3aCOJICHHsI pacTeHui; * u A — JOCTOBEpHBIC pa3IUYMs MEXKIY
U3MEpeHusIMA B KOHTpoie W Ha 3 (*) nmubo Ha 5 (A) cyTKHM coleBoro crpecca,
COOTBETCTBEHHO, COTJIaCHO pe3yJibTataMm aucrnepcruonHoro ananuza ANOVA u post hoc
tecta Tetoku mpu p < 0,05. Ilokazansl cpennue apudmerwdeckue 3HadeHus 10
HE3aBUCHUMbBIX W3MEPEHUM, BBINOJHEHHBIX Ha JUCThsIX 10 pa3HbIX pacTeHUl OIHOTO
redoruna. [Inanku norpemHocTy 0003Ha4al0T CTaHIAPTHOE OTKIIOHEHHE OT cpeniHero. 1o
ocH abCIKCC OTIIOKEHBI 3HAYEHNS MHTEHCHMBHOCTH OCBEIIEHHS B MKM (OTOHOB M2 ¢ 7
1o ocu opaAuHaT — 3HaueHus napamerpa Y(NPQ) B OTHOCUTEIBHBIX €IMHULIAX.
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3.2.3. DJIeKTPOXMMHUYECKH I rPaJIMeHT H CKOPOCTh cuHTe3a ATD

UToO6bl CpaBHUTH OTHOCUTENIBHYIO SHEPTU30BAHHOCTh THUJIAKOMIHBIX MEMOpaH U
ap¢pexktuBHOCTh paboThl ATd-cuHTa3sl B XJOpoIUIacTax JMHHUM apabujoncuca ¢
Pa3IMYHBIM YPOBHEM 3KCIPECCHUH KIN10, HCCIIEI0BATN AMILIATY Iy
CBETOMHAYIIUPOBAHHOW MPOTOHABMKYIIECH CHJIBI, IponopuuoHanbHyi0 ECSpmf, a Taroke
OTHOCUTENIbHBIE BEIUYMHBI JIBYX €€ KOMIIOHEHTOB: TpaJHeHTa TPaHCMEMOPAHHOTO
aekTpudeckoro noreHnuana (AY) u rpaguenta KoHueHTpanuu npotoHoB (ApH) (puc.
25a-B), mnponopunoHanbHeIX ECSay m ECSappn  COOTBETCTBEHHO. ODKCHEPUMEHTHI
NPOBOIMIM coryiacHo 1.2.2.6.2-2.2.6.3. V ngumkoro Tmma Ler m y muamii ¢ PHK-
uareppepennmeir KIN10 (KIN1ORNAil, KIN10ORNAi2) craTuCTHUYECKH TOCTOBEPHBIX
U3MEHEHUI TOKa3aTelled TpagueHTa DSJIEKTPOXUMUYECKOTO TOTEHIMAlla U €ro
KOMIIOHEHTOB OOHapykeHo He Opuio. Y muHmiA-cBepxakcnpeccopoB KIN10 Ha
TWIAKOWAHBIX ~ MeMOpaHax  XJIOpPOIUIACTOB ~ MPH  OCBEIICHWH  (POPMHPYETCS
MPOTOH/IBIDKYIIIAS CUJIA, AMIUTUTY1a KOTOPOI 3HAYUTENHLHO HIKE, YeM y IMKOTO TUTIA U Y
pactennii ¢ momamienHou skcmpeccuerd KIN10 (puc. 25a). Okaszanoch, 4TO HHU3Kas
amuutyaa ECSpmf y JIHHUK-CBEPXIKCIPECCOPOB ONpeJieeHa OTHOCHUTEIBHO HU3KUM
TPaJeHTOM JJIEKTpHUecKoro noteHnuana AW u He cBsi3aHa C HI3MEHEHHEM KOMITOHEHTBI
ApH (puc. 250, B). [dnsa nunwmii-ceepxskcnpeccopoB KIN10 Takke HaGmomanacek
TEHJICHLIUS K CHUYKEHUIO JIMHEHOU ckopoctu cunte3a AT® (V) (puc. 25r), npu TOM, 4TO
AKCIIOHEHIIMAIbHAast  cKopocTh cuHTe3a AT® (g), 3aBucsAmEas OT  ypOBHS
ageHo3uHdpocdaroB u konuuectBa ATD-cHUHTa3bl, HE OTIMYAIACh OT TAKOBOM B APYIHX
JTUHUAX apabuporncuca (puc. 251).

BaxHO OTMETHTD, UTO TPaJUEHT KOHIEHTpaAuu npoToHoB ApH He oTnuyancs y
BCEX M3YyYEHHBIX T€HOTUIIOB B KOHTPOJBHBIX YCIOBHUSX M HE M3MEHSUICS MPU COJIEBOM

ctpecce (puc. 258).
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Puc. 25. OrtHocutenbHbIE YPOBHHU 3yeKTpoxumuueckoro rpaaveHta ECSpme (a),
rpagueHTa 3MekTpudeckoro noreniumana ECSay (0), rpagueHTa KOHIICHTPAIIUU TIPOTOHOB
ECSapn (B), TuHEHHOM (T) U SKCIOHEHIIMAIBHOM (1) ckopocTH cuHTe3a AT® B nucThsax
pactenmii aukoro Ttuna Ler (cepwiif), nuHuit ¢ momaBneHHod skcmpeccueir KIN10
(xpacubiii) KINIORNAil u KINIORNAIi2, nunuii-ceepxakcnpeccopoB KIN10 (cunwmii)
KIN100X1 u KIN100OX2 npu coneBom ctpecce. Ha Ookc-mioTax mnpeacTaBieHb
MeJMaHbl U pacupe/eieHre 3HaUeHUH 110 KBapTHISAM. Y bl 0003Ha4al0T MUHUMAJIbHbBIE U
MaKcUMaJlbHbIe 3Ha4eHUA. “KOHTposb” —3HaueHMs MOKa3aTeNs B ONTHMAIbHBIX YCIOBHIX
pocta, “NaCl 3n1” u “NaCl 51" — 3naueHus mokaszareis Ha TPEThH U MSAThIE CYyTKH COJICBOTO
ctpecca JIoCTOBEPHOCTh pa3Inyuil OLIEHMBAJIACh METOJOM MHOKECTBEHHOTO CPAaBHEHUS C
npuMeHeHreM aucnepcuonHoro ananuza ANOVA u post hoc tecta Trroku npu p < 0,05.

105



3.2.4. Yposenb npoaykunu AT® B npopoctkax Arabidopsis thaliana

Cpasnenue cogepxanust AT® B npopoctkax apabugorncuca qukoro tuna (Ler) u
JUHANA ¢ M3MeHeHHBIM ypoBHeM 3kchpeccur KIN10 B KOHTPONBHBIX YCIOBHAX H TIOJ

JIEUCTBHEM COJIEBOTO cTpecca (puc. 26) mpoOBOIUIN COTIACHO 1. 2.2.4.

ab abc

I
@

x
ek

bc

P 1
|
.
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(2]
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+

nmol/g wet weight
N
¢
o

}

%

LEROM LER KIN100X KIN10RNAi

Puc. 26. Yposau AT® B mpopoctkax Arabidopsis thaliana gukxoro tuma Ler
(cepsrit), muamit-cBepxaKcpeccopoB KIN1O (cuamit) KIN100X1 n KIN100X2, nuauii ¢
nomasieHHoM dkcnpeccueit KIN1O (kpacubiit) KINTIORNAIil u KIN10RNAi2 nocie 16 4
coJyeBoro ctpecca. Ha 60kc-mmorax nmpeacTaBieHbl MEAUAaHbl U pacrpeiesieHne 3HaYeHU I
M0 KBapTWIAM. JKCIIEPUMEHTHI BHITIOJIHEHBI B TSTH OMOJIOTHYECKUX U TPEX TEXHUUECKUX
noBTOpHOCTSIX. Ler OM — pactrenust qukoro tumna Ler, oOpaboTaHHbBIE OJUTOMUIIMHOM.
VYcbl 0003HaYal0T MUHUMAITbHBIE M MaKCHMAaJIbHBIE 3HaUCHUA. J[0CTOBEpHOCTh pa3nuuuit
o0o3HaueHa OykBaMH U OIICHHBAJaCh METOJIOM MHOKECTBEHHOTO CpaBHEHUS C
npuMeHeHueM aucnepcronnoro ananuza ANOVA u post hoc Tecta Trroku mipu p < 0,05.

Jns omeHKW BKJIaga MUTOXOHAPHAIBLHOIO JbIXaHWUS B mpoaykiuio ATO,
ucnonb3oBanu HHrUOUTOp ATD-cunTaszel omuromurud (20MM). YV mpopocTKoB TUHUIN
KIN100X, HecMOTpsi Ha BBICOKUH YPOBEHBb 3KCIPECCUU U, OUEBUHO, KATATUTHYECKOU
aktTuBHOCTH SnRK1, mponykuus AT® He oTinnyanace OT 3HaUeHUM Noka3arens y Ler, ay
muanit KINTORNAI1 HaGmromanace yeTkas TCHICHIUS K CHIDKEHUIo cojepkanus ATO.
IIpumepHO nonoBruHa cymMapHOTro coaepkanus AT® B npopocTkax Ler renepupoBanacs

B PE3yJIbTaTe OKUCIUTEIBbHOTO (HOCHOPUIMPOBAHUS B IBIXaTEIHHOUN 1IETM MUTOXOHIPUI

(puc. 26).
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4. OBCYXIAEHUE

4.1. XpoHuuyeckuii aepUUHMT KajJus B cpele BbIPAIMBAHHUS OKAa3bIBaeT
HHruOMpyoiiee Bo3leiicTBHe HA AKTUBHOCTH KMHA3bl TOR ¥ akTUBHpYeT
aBTo(aruio

Katnoner kanmus uWrpamT KIIOYEBYIO pOJb B TOIIEPKaHUM MeMOpaHHOTO
MOTEHIMAJIa U SHEPreTUIECKOro MeTaboIn3Ma y OONBIINHCTBA YKUBBIX OPraHU3MOB. Y
pacTeHUH KaJWid SBISETCS KaK TIJIABHBIM KJIETOYHBIM KAaTHOHOM, TaK W OCHOBHBIM
OCMOTHKOM, a TaKXe UTPaeT BAXHYIO POJIb B aKTHUBAIMu (EPMEHTOB, CHHTE3e Oelka,
dboTocuHTEe3€, IBWKEHUH YCThUI] W (modmHOM TpaHcnopte (Marschner, 2012).
[{uro3oabHbIi ToMeocTaz K* HeoOXoaum Ui MOIAEp)KaHHs aKTHUBHOCTH MHOTHX
IIUTO30JIbHBIX (epMeHTOB, a nepunutr K* mpuBoaur k uHrHOMpoBaHuio Oosee 50
(dbepMeHTOB, B TOM YHCIIC TJIUKOJIM3a U accuMmisiiuu azora (Armegaud et al., 2009). C
OOJBIION BEPOSATHOCTBHIO 3TO OTHOCHUTCS M K YXKUBOTHBIM KJICTKaM, B KOTOPBIX TaKkKe
GYHKIMOHUPYIOT (hepMEHTHI TIIMKoM3a. Ha 0cHOBaHWM HE3aMEHUMOCTH HOHOB KaJTUST JIJIS
paboThl MHOTHX ()EPMEHTOB JUIsl PACTCHUHN BBICKA3bIBAJIOCH MTPEIION0KEHHIE, YTO YPOBHH
[IUTO30JILHOTO  KaJus, BO3MOXXHO, WIPAlOT pOJIb  «IEPEKIIoUaTeNs»  MEXIy
aHa0OJIMTUYECKUMU U KaTabomutudeckumu mporpammamu (Leigh and Wyn Jones 1984).
Ctpecc-MHIyIIMPOBaHHAS TOTEps Kaius KiaeTkamu KopHs Arabidopsis mpuBogmia k
AKTUBAIMM aBTOGArud W Pa3BUTHIO NporpaMmupoBaHHOW KieToyHou cmeptu ([TKC;
Demidchik et al., 2010; 2018), uro MOXHO paccMaTpUBaTh KaK aKTHBAIIMIO KPYITHEHIIINX
KJIETOYHBIX MporpamMm Kkarabonmusma. CxojHbie 3(PQPEeKThl OTMEUYEHBI W IS KIETOK
MJIEKOITUTAOIINX, T IIUTO30JIbHbIH K™ nHaKTUBUpYET Kachassel, a moteps K* kieTkamy,
HanpoTus, npuBoAuT Kk anonrtoTrueckoi [TKC (Remillard et al., 2004; Canu et al., 2005).
Takum 00pa3oM, MOKHO TIPEINOJIOKUTh, YTO POJb Kadus KaK «IepeKIIYaTers
aHabonm3Ma 1 kaTabor3Ma YHUBEpCAIbHA, TaK e KaK €ro PoJib B TIOIIEPKaHUH HOHHOTO
OaymaHca W JHEpPru3alliyd KJICTOYHBIX MeMmOpaH. B HacTosimmee BpeMs H3BECTHO, YTO
KPYIHEHIIUM PETyJISITOPOM aHaboim3Ma W Karaboyiu3mMa B JYKAPHUOTHUYCCKON KIICTKE
BeIcTymaeT kuHaza TOR, 4TO MO3BOJIAET MPEAMOIOKHUTD, YTO HEOCTATOK HOHOB K™ MOskeT

aKTUBHUPOBATH KaTa00IU3M, AeiCcTBYs Ha akTHBHOCTH | OR. OmHako, 10 cux mop padoThl,
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rzie Obl Mccie10BaIach 3Ta B3aUMOCBSI3b, HE IPOBOAMWINCH HU HA PACTEHUSIX, HU Ha APYTUX
YKUBBIX OpraHU3Max.

B mnactosimieit pabore HCMOIB30BAIM XPOHUYECKUM NEPUIUT Kaius B cpeie
BbIpanuBanus mpopoctkoB Arabidopsis thaliana, uToObl BEIIBUTE BO3MOXKHOE BIMSHUE HA
akTUBHOCTh KuHa3bl TOR. VYV Takux mnpopocTKOB OOHApYKMBAJIOCh CTATUCTUYECKU
JIOCTOBEPHOE MHIMOMPOBAHUE pocTa KopHel u noderos (puc. 12 u 13), npuuem akTuBaTOp
TOR — rmoko3a — ociadiisuia BIMSHUE HEIOCTaTKa Kallvsl Ha poCT KopHed (puc. 12).
BripamBanue NpopoCcTKOB Ha TIUIIOKO3€ B KAayecTBE OCHOBHOIO caxapa O0XHIaeMO
NPUBOJIMIO K TIOBBIIEHUIO coliep:kaHus KiIeTouHOTo AT® B KOpHSIX 1O CpaBHEHUIO C
BBIPAILIMBAaHUEM Ha caxapo3e, BUJIMMO, 32 CUET aKTUBaluu rimkoausa (puc. 14). Onnako,
JTaHHBIA 3()(EKT MIFOKO3bI MOJHOCTBIO CHUMANICS HeaocTatkoM K*, 94To cooTBeTCTBYET
CIEJIaHHBIM pPaHEE BBIBOJAM O HEOOXOJMMOCTH MOHOB JUIsl PaOOThI TIIMKOJIUTUYECKUX
depmentoB (Armengaud et al., 2009). B To e BpeMs HE MPOMCXOAMIO H3MCHCHHS
YpOBHEH AKCIIPECCHH I'€HOB, KOJAUPYIOIIMX Psij 3TUX pepmenToB (puc. 15).

B nanHoit paboTe MBI OKa3aiu, 4YT0 ACPUIUT Kaaus MIPUBOAUT K MHTUOMPOBAHUIO
aktuBHOCTH KMHa3b6l TOR (puc. 17). DTO HMHrHOMpOBaHWUE MOXET OBITH OCIA0JICHO
no0aBlieHUEM B cpeflly BbIpamuBaHus aktuBatropa TOR - rmiokos3wsr (puc. 17), uto
CBUJICTEIBCTBYET 00 OTCYTCTBUU MOTPEOHOCTH B KaTHOHAX Kajus Juid (epMEHTAaTUBHOMN
aktuBHoctu TOR, TO ectb 00 orcyrcTBUM mnpsMoi peryisiuuu [TOR moHamu Kanus.
MoOXHO MpeAnonaokKuTh, 4YTO, THOCKOJIbKY AaKTUBUPYIOIIUNA 3PQGEKT TIOKO3bl U
UHrHOUpyromui — Hepoctatka K* - mpu cOBMECTHOM BO3AEHCTBHH «CYMMHPOBAIIUCHY, TO
o0a (akTopa BIUAIOT Ha akTUBHOCTH | OR depes pa3indHble MEXaHU3MBI.

Panee ObLIO MOKa3aHO, YTO MHIYIMPOBaHHAs 3acoiieHHeM Obictpas motepst K*
xkopussmu Arabidopsis thaliana npuBoauna k aktusaruu aBtodaruu (Demidchik et al.,
2018). OxHako, BO3MOKHbIE MEXaHU3Mbl aKTUBAIIMM aBTO(Aruu, CBSI3aHHbIE C YPOBHEM
KJIETOYHOTO KaJIUs, 10 TaHHOU paboThl He M3ydyanch. B HacToseit paboTe Mbl MOKa3au,
YTO XPOHHUYECKUH AepUUUT Kajaust B Cpele BBIPAIIMBAHUS NPUBOAMT K PA3BHUTHUIO
aBTO(aruu B KJIeTkax KopHs npopoctkoB Arabidopsis (puc 16, puc 20). 3toT 3¢ dekT, no-

BUIUMOMY, OOycClOBJIeH HMHruoupoBaHueM KuHa3bl [OR. M3BecTHO, YTO OCHOBHBIM
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Mexanu3MoMm wuHruOupoBanuss TOR B kierkax pactenuid BeicTymaeT kumHaza SNRKI.
Taxxke SNRK1 perymmpyer crpecc-WHAYUMPOBAHHYIO aBTO(Aaruio, B TOM YHCIE, TpU
COJIEBOM CTpecce, KaK MOCPEICTBOM WHTHOMPOBAaHUS aKTHMBHOCTH KuHa3bl TOR, Tak n
He3aBucuMo oT Hee (Soto-Burgos et al., 2017; Wang et al., 2021). ITostomy BO3HHK
3aKOHOMEpPHBIM Bompoc 00 yvacTuum KuHa3el SNRK1 B pasButum aBTOdaruu,
VHIy[IMPOBAaHHOM B KOpHAX mpopoctkoB Arabidopsis nedumurom kamus. st orBeTa Ha
ATOT BOMNPOC HCHOJB30BAM PACTEHUS C H3MEHEHHBIM YPOBHEM OJKCIPECCHHM TeHa
karanutuueckoit cyobeauuuisl SNRK1 KIN10 (puc. 18, puc. 19).

VY pacrenuii nukoro Tuma aBTodarvs akKTMBHUPOBAjach Ha cpenax ¢ JAehUIUTOM
kaws (puc. 20 a, ). B 10 e Bpems, cepxakcnpeccus reHa KIN10 Bei3biBana yBenndyenue
gucIia aBToGarocom gaxke B OTCYTCTBHE CTpeccoBOro Bo3aencTBus (puc. 20 6, 1). Y Takux
pacTeHuil JeUIHT KaIus He MPUBOIIII K MOBBIIICHUIO YPOBHS aBTO(Parndeckoro moToka,
BO3MOJKHO, IOTOMY, 4TO akTUBHOCTh SnRK1 B nmuausx-cepxakcnpeccopax KINI10 yxe
oplma MakcumanibHa. Hampotus, B muHusAXx ¢ PHK - uatepdepenmnueit KIN10 nedumur
KaJIusl He MPHUBOIII K YBEIMYCHHUIO YMCIIa aBTO(PArocoM BHINIE 3HAYCHUH, MTOTYYSHHBIX
IIPU MCCIICIOBAHUH PACTCHUH CO CpeJl C IOCTATOYHBIM cozepikanueM kaius (puc. 20 B, ),
YTO MOKET OBITh CBA3aHO C OTCYTCTBHEM UYyBCTBUTEIBHOCTU K U3MEHEHHSIM, CBSI3aHHBIM
C XpOHMYECKHUM CTpeccupoBaHueM. Takum o00pa3oMm, NIpu CTpecce, CBSI3aHHOM C
neUIMTOM Kayiusl, 3amycK aBToaruu OOYyCJIOBIEH aKTHMBHOCTHIO KuHa3bl SNRKI;
BO3MOHO, 1 uHruOuposanue TOR Taxxe npoucxoaut uepe3z SnRK 1, HO 11t yrouHeHus
3TOr0 HEOOXOAUMBI JJOTIOJIHUTENIbHBIE NCCIIEJOBAHNUS.

SNRK1 pacTteHuii sBISETCS CEHCOPOM HHEPTrUU M aKTHUBUPYETCS B OTBET Ha
CHWKEHHe cojiepkanus gocdaroB caxapos, a Takxke, Bo3MoxHo, ATD (Wurzinger et al.,
2018). Jdedumur xanus wnarubupyer rmkonn3 (Armengaud et al., 2009), uto B He
CHOCOOHBIX K (DOTOCHHTE3y KIIETKaX KOPHEH MOXKET MPUBOJIUTH K CHUKCHHIO YPOBHS
kjeToyHoro AT®; ogHako, CTaTUCTUYECKH JOCTOBEPHBIX M3MEHEHHUH B ypoBHE AT® (ipn
n00aBIIEHUU B CPEly caxapo3bl B KAYECTBE OCHBHOT'O caxapa) oOHapyKeHO He ObLIo (pHC.

14), 1 MBI HE MOYKEM TPEATOJIOKUTh, YTO KMEHHO BBICTYIACT (PAaKTOPOM, aKTHBHPYIOIIMM
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SNRK1 B ycrnoBusix aedunnra kanus. st oTBeTa Ha JAHHBIN BOMPOC TaKKe HEOOXOIMMBI

AOIMOJTHUTCIIBHBIC OKCIICPUMCHTHI.

4.2. Kuna3a SnRK1 yuyacTByeT B peryJsiunu (OTOCHHTETHYECKOI
AKTHBHOCTH XJIOPOILIACTOB B HOPMeE M B X0/1¢ OTBETA HA COJIEBOIi CTpecc

XKuzHeneareabHOCTh PACTEHUI KaK aBTOTPO(PHBIX OPTaHU3MOB MOJAEPKUBAETCS B
OCHOBHOM 3HEpTUEl CBETa, 32 CUET KOTOPOMl B KieTKax pacTteHuil oopasyrorcs ATD u
BOCCTAaHOBHUTENb Ui cuHTE3a yriaeBomoB. Kwumaazer AMPK, SNF1 u SnRK1
paccMaTpUBarOTCA KaK CEHCOPBI 3HEPTreTUYECKOr0 CTaTyca KJIETOK KUBOTHBIX, IPOXIKEH
U pacTEeHUM, COOTBETCTBEHHO. B CBsI3W C 3TUM MOXXHO OBUIO MPEANONOKUTH, YTO Y
pacTeHuil akTUBHOCTh KuHa3pl SNRK1 Oymer okas3piBaTh BIMSHHE Ha TIPOIECC
doTtocuHTEe3a, MO KpailHE Mepe B CTpeccoBbIX YycioBusx. Hecmorps Ha TO, 4TO
dboTOCHMHTE3 OMOCPEIOBAaHO peryaupyeT akTuBHOCTh kuHa3bl SnRK1 caxapamu (Baena-
Gonzalez, Sheen, 2008), Bnusane SNRK1-kuHa3p1 Ha POTOCHHTETHUECKUIT METa00IM3M
u3ydeHo cnabo. ConeBoil cTpecc OKa3bIBaeT KOMIUIEKCHBIM HeraTuBHBIM 3(Q(deKkT Ha
MeTabO0IM3M pacTeHU, KOTOPBINA CBSI3aH C COKPALIEHUEM MOTJIOIIEHUS BOJbI BCIEICTBUE
MOBBIIIEHHOTO OCMOTHYECKOTO JaBlieHusi B pu3ocdepe, ¢ TOKCHYECKUM 3PderkTom
HAKOIUICHUsI KATHOHOB HaTPHsI U aHMOHOB XJIOPA, @ TAKXKE C Pa3BUTUEM OKHUCIUTEIBHOTO
ctpecca (Pan et al., 2021). OnHoit U3 MuIIEHEH COJIEBOTO CTpEcca Y PacTeHUM SIBIISETCS
dbotocunTeTnueckas ¢yHkuus xiuopomiactoB (Awlia et al.,, 2016). Ilostomy s
BBISIBIICHHMSI ~ B3aMMOCBSI3M  MeXAy YypoBHeM akTuBHOCTM  SnRKI-kunHaszer wu
3¢ deKTHBHOCTHIO (DYHKIIMOHUPOBAHUS (POTOCUCTEM y pacTeHul apabuorncuca B pabore
HCIIOJIb30BAJICS. XPOHUYECKUN CoNeBOM cTpecc. B kadecTBe MOJENBbHBIX OOBEKTOB
MCIIOJIb30BAJIM PACTEHMSI, Y KOTOPBIX pa3inyusi B akTuBHOCTH SnRK 1 Obu1M reHeTnyecku
JETePMUHUPOBAHbl YPOBHEM TPAHCKPUILIUU KaTamuTudecko cyowbeaunuip KIN10
(moka3zaHo, YTO YpOBEHb TpPAHCKPUMNIMOHHOW akTHBHOCTH KIN10 koppenupyer c
KMHa3HOM akTHBHOCTHIO SNRK1; Baena-Gonzalez et al., 2007).

[IpoBenennas B paboTe OIEHKa (POTOCUHTETHUECKOW AaKTUBHOCTH JIMCTHEB
UCCIIETyeMbIX T€HOTHIIOB CBHJIETEIbCTBOBAJIIA O PA3BUTUM AJANTHUBHBIX M3MEHEHUN B

JUHUAX ¢ MoBbIMIeHHBIM coaepkanreM SnRK1-kunazer (KIN100X) Ha done coneBoro
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cTpecca. Y pacrenuii-ceepxskcipeccopoB KIN10 k TpeTbuM CyTKaMm COJEBOIO cTpecca
MIPOUCXOAWIO yBEIUYEHUE peanbHbIX KBAHTOBBIX BbIX0J0B DCII u ®CI, u cHuxkeHue
HedoToxumuueckoro tymeHus Quyopecuennun (NPQ), cBS3aHHOTO ¢ peryimpyemMbIM
dbopMHUpOBaHHEM LIEHTPOB AMCCUNAIMK dHepruu (puc. 22, 23, 24). B 10 ke Bpems y
pacTeHU TUKOTO THUITA M PAaCTEHUM cO CHMKEHHBIM ypoBHeM skcrpeccuu KIN10 coneBoii
CTpecc, HAPOTHUB, TPUBOANI K CHI>KEHHIO KBaHTOBBIX BbIX0/10B OCII u ®CI u pocty NPQ
(puc. 22, 23, 24).

Bompekn oxunanusM, u3MeHeHUE YypoBHS akTUBHOCTH SnRKI1-kuHa3zbl He
MPUBOJIMIO HU K U3MEHEHUsIM conepkanust AT® B mpopocTkax, HU K CyIIECTBEHHOMY
n3MeHeHUI0 paboThl AT®-cruHTa3bI B TUCTHSIX B3POCIBIX PACTEHUH KaK B OJIarONpUsATHBIX,
TaK M B CTPECCOBBIX yCIoBHX (puc. 25, 26). B To e Bpems HaMu BIIepBbIe 0OHAPYKECHA
(GyHKIIMOHANIbHAsT OCOOCHHOCTH Pa0OTHI AJIEKTPOHTPAHCIIOPTHOM IIEMH XJIOPOIUIACTOB
pactenuii-ceepxskcnpeccopoB  KIN1O0 - oTHocuTenpHO  HH3Kas  aMIUIMTYJa
dbopMupyrOIIeics HA CBETY TPaHCTUIAKOMIHOW MPOTOHIABMXKYIIEH cuiibl pmf, KoTopas
HaOJto1ajach Kak MpH aJanTaluyd K COJIEBOMY CTpecCy, TaK M Mpu OJaromnpusiTHBIX
ycioBusax pocrta (puc. 25). CHmkeHue amrudtyabl pmf y JIMHUK-CBEPX3KCIPECCOPOB
KIN10 65110 00yCIIOBIEHO HU3KUM TPAIMEHTOM 3JeKTpruieckoro noteHuana AY, a ApH
HE MU3MEHSIICS, UTO KOPPEIUPOBAJIO C COXPAHEHUEM CIIOCOOHOCTH K pa3BuTHiO NPQ (puc.
24, 25). VI3BecTHO, UTO Mo iepKaHue CHUKEHHOTO AW sIBIsieTCs 3aIIUTHBIM MEXaHU3MOM,
NPEMSATCTBYIOIUM pa3BUTHIO GoTouHrnOupoBanus u nospexjaeHuto OCII B ycrnoBusx,
KOT'/Ia BBICOKME 3HAYEHHUS DJIEKTPOXUMHUYECKOTO TpajieHTa Ha THIIAKOUTHOW MeMOpaHe
YBEJIIMYUBAIOT BEPOSATHOCTh PEKOMOMHAIIMK U 00pa30BaHMIO CHUHIJIETHOTO KHCIOpOJa B
peakrronHoM mieaTpe @CII (Davis et al., 2016). SnRK1-kuHa3a sBiIseTCS ICHTPAIbHBIM
PEryIsTOPOM 3aIUTHBIX CTPECCOBBIX OTBETOB pacTeHU. MOXXKHO MoJarathb, 4To B JMHUIX
co ceepxakcnpeccuert SnRK 1 nHaynnpoBaH HEM3yUEHHbBIN TOKAa MEXaHU3M, U3MEHS IO
NOTOKM HOHOB 4Ye€pe3 THJIAKOWJIHbIE MEMOpaHbl Ha CBETY, 4YTO NPOTHBOJEHCTBYET
HAKOIUICHUIO B XJIOPOIJIACTaX MOHOB HATPUs M XJIopa W oOecrmedrBaeT MOoJAep KaHue
aKTUBHOCTH (poTOCHCTEM IpHU cojieBOM cTpecce. Kpome Toro, yBenmueHue akKTUBHOCTHU

SnRK1-kuna3zpr B nuHusx KIN10OX MokeT NpUBOAUTH K YCHJICHHIO MPOIECCOB
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penaparuu XjaoporutactoB ¢ yuactiuem aBtodaruu (Chen et al., 2017, Soto-Burgos et al.,
2017), yBenuuuBas YCTOMYMBOCTH (OTOCHMHTE3a K COJeBOMYy cTpeccy. Hampotus,
camkenne aktuBHocTH SNRK1-kmuaszer merogom PHK-unTepdepeninn nmpuBogmio x
OTCYTCTBHUIO BBIPQ)KEHHOT'O OTBETAa Ha COJIEBOM CTpecc Ha ypoBHE (POTOXHMHUYECKON
aKTHUBHOCTH XJIOporiacToB (puc. 22-25). KonkpetHeie MoieKyspHbie MuiieHn SnRK1-
3aBHCHUMOW CUTHAJIBHOM CETH, KOTOPBIE YYaCTBYIOT B PETYISINHU (PYHKINH XJIOPOTIACTOB,
ellle MPEACTOUT U3YUHTb.
**%x
OO6Hapy>XeHHbIE B JaHHOU paboTe 3aKOHOMEPHOCTH IMPEICTABICHBI B BUEC CXEMbI

Ha puc. 27.

A 5 WT KIN10-RNAi KIN10-OX
D .
A\ /’/—

\ /\ snri1 ) {snRk1 ) {snRK1

I'mouoaa ) i / SnRKl

‘ﬁ\/%

Puc. 27. BrisiBneHHble B AaHHOW pabotre ocobeHHoctu (A) perymsiuu kuHasel 1OR
ypoBHeM kieTouHoro kanus u (B) ponmu kumuaszer SNRK1 B perynsiuu pacnpeneiacHus
HEpruM cBerta Mexay ¢oroxumudeckumu mnporeccamu (PC, photochemistry) u
muccunaiueit (NPQ, non-photochemical quenching). CepsiM 1 uepHBIM IBEeTamMu
MOKa3aHbl M3BECTHBIE paHEE 3aKOHOMEPHOCTU. CTpENKH C 3a0CTPEHHBIMU KOHIIAMHU
0003HAYAOT aKTHBAIIMIO, CTPEIKH C TYMbIMH KOHIIAMH — MHTUOWpoOBaHue. [ paaueHTh
annoHoB (An’) u karnonoB (Kat") o0o3HauaroT pasmep rpagueHTa SIIEKTPUIECKOTO
norennuana AY Ha THIIaKOUTHBIX MEMOpPaHaX XJIOPOTIACTOB.
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