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PE®EPAT

Marucrtepckass amccepranus 1o TeMe «BbIsiBIeHWE W HW3y4YeHUE TEHOB-
OpPTOJIOTOB, CBSI3aHHBIX C CE30HHBIM CTapeHUEM, MYyTEM CPaBHUTEILHOTO aHaIn3a
T€HOMOB BEYHO3EJIEHBIX M JINCTOMAIHBIX APEBECHBIX BHIIOB» COACPKHUT 51 craHmIiry
TEKCTOBOTO JIOKyMeHTa, 117 uCHoyib30BaHHBIX HMCTOYHUKOB, 13 pucyHkoB, 4
TaONMuUIIkI, | MpUITOKECHHE.

JIMCTBEHHUIIA  CUBUPCKAS, T'EHBI-OPTOJIOI'M, AHAJIU3
I'EHOMOB, CE30HHOE CTAPEHUE JIMCTHEB, BEYHO3EJEHBIE U
JIMCTOITAIHBIE TEPEBbA

Ilens wmcciemoBaHWsi — BBISABICHHEC MEXaHW3MOB TEHETHYECKOW PETYISITUU
CE30HHOTO CTAapeHHs JIUCThEB Y JIMCTBEHHHIBI cuOupckor (Larix sibirica) wu
MOKPBITOCEMEHHBIX JINCTOMAIHBIX APEBECHBIX BUIOB.

OOBbeKTaMu HaIEro UCCIEAOBaHUS SIBIISIOTCS MOJIHOCTHIO CEKBEHUPOBAHHBIE U
AaHHOTUPOBAHHBIC TEHOMBI BEYHO3CIEHBIX M JUCTOMAIHBIX JAPEBECHBIX PACTCHHH,
BKJIFOYAsl TIOKPBITOCEMEHHBIE M TOJIOCEMEHHBIC BHABI C IIENbI0 OOHAPYKCHHSI
OCOOEHHOCTEW MEXaHU3MOB T€HETHUECKOW pEryJAIHNH JUCTOMAJHOCTH MYTEM HX
OnonHGOPMATUUYECKOTO CPABHEHHUS.

AKTYyaJqbHOCTh HCCIICJIOBAHUS OMPENESETCS TEM, UYTO OHO CBS3aHO C
u3ydeHueM (QyHIaMEHTAIbHBIX MPOoOJeM OWOJOTHH TaKUX KaK MPOTPaMMHUPYEMOE
CTapeHHe, MPOTPaMMHUPOBAHNE CMEPTH KIIETOK, ayTodarus U aJanTtanys K CpeaoBbIM
crpeccaM. HoBu3Ha uccrnenoBaHust onpenessieTcss TeM, YTO MPOLECC Te€HETUYECKOU
PETYISIMNA  CE30HHOTO CTapeHUsl JHCThEB MAJOM3yUYCeH Y APEBECHBIX XBOWHBIX
pacTeHU# MO CPaBHEHHUIO C IIBETKOBBIMHU PACTCHUSM. B HMCClIeTOBaHUN MCIIOJIB30BaH
OPUTHHAIBHBIA TTOX0/1 OMOMH(GOPMATUYECKOTO CPaBHEHUS (DYHKITMOHAILHON YacTu
T€HOMa MEXIy OTHOCUTEIBHO (HUIOTEHEeTHYEeCKH ONM3KUMH, HO KOHTPACTHO
pa3IUYAIONTUXCS 110 JIMCTOMAJHOCTH BUJAMHU TOJOCEMEHHBIX M3 OJHOTO CeMEiCTBa
cocHOBBIX (Pinaceae) — mucromaaHoi NHUCTBEeHHMIIBI cuOupckoit (Larix sibirica) B
CpaBHEHMH C BeuHo3en€HoW mncemorcyroit Mensuca (Pseudotsuga menziesii) wu

MOKPBITOCEMEHHBIX M3 OJHOro poja aybo (QUercus) — nucromaaHoro mayoa
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nonactHoro (Quercus lobata) B cpaBHeHME C BEYHO3ENEHBIM TyOOM MPOOKOBHIM
(Quercus suber). ITonnmManre TeHETUYECKUX PA3THYNA MEKIY STUMH TTapaMH BUIOB
IMO3BOJIMT OTBCTUTHL Ha BOIIPOC!: «Kakue HWMEHHO Te€HBlI M COOTBETCTBEHHO
METa0OJIMIECKHAE MPOIECCHI YUYACTBYIOT B PETYIISIIIUN CE30HHOTO CTaPEHUS JIUCTHEB H
XBOHU Y JPEBECHBIX PACTECHUM ?»

B PE3YyIIbTATC HpOBCILéHHOFO HUCCICA0OBaHUA 06Hapy}KeHBI T€HECTUYCCKUC
OCOOCHHOCTH CE30HHOTO CTApEHMsI XBOH Y JIMCTBEHHUIIBI CUOMPCKON MO CPaBHEHUIO
C BEYHO3eJEHOH rceBaoTcyroi Mensuca (rojioceMeHHbie). OHM OKa3aJMCh CXOXKH C
TaKOBBIMH Yy fAy0a JsomacTHOro (mokpbiToceMeHHbIe). [lyTéM cpaBHUTENBHOTO
aHaJaM3a reHOMOB BEUHO3ECIEHBIX U JIMCTOITAAHBIX APCBCCHBIX BHUIOB OBLIO BBISIBJIEHO
7 I€HOB-KaHAUAAaTOB, AaCCOLHMUPOBAHHBIX C CE30HHBIM CTApCHHUEM JIMCTHECB. cold-
responsive protein kinase 1 (CRPK1), CBL-interacting protein kinase 23 (CIPK23),
WRKY transcription factor 26 (WRKY26), DETOXIFICATION 40 (DTX40),
serine/threonine-protein kinase TOR (TOR), 1-aminocyclopropane-1-carboxylate
synthase 6 (ACS6), cysteine-rich receptor-like protein 41 (CRK41).
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BBEJAEHUE

[Ipouiecc TeHETHYECKOW PEryssiliid CE30HHOTO CTapeHHsl Topa3lo MeHee
U3Yy4eH Yy XBOWHBIX TOJOCEMEHHBIX PACTEHUH 10 CPABHEHHMIO C IIBETKOBBIMU
MOKPBITOCEMEHHBIMU pacTeHHsIM. B pamkax OakanaBpckoil paboTsl « CpaBHUTEIbHBIM
aHaJIM3 TEHOMOB BEYHO3EJIEHBIX W JIUCTONAJHBIX JIEPEBHEB» OBUIM BBISBICHBI
HEKOTOpbIe OCOOEHHOCTU JIMCTBEHHUIIBI CHOWPCKOM, CBSI3aHHBIE CO CTapeHUEM. A
MMEHHO, OOHapy»XeHO oTiauuue B mpencraBieHHOCTH OenkoB (EXL2-nomoOHbIX,
DRM1-niogo0OHpBIX), y4acCTBYIOIIMX B CHUTHAJIBHOM IIyTH caxapoB. Takxe ObLIH
OOHapyXeHbl OCOOCHHOCTH Yy BEYHO3ENEHBIX PACTEHUl B MPEACTABICHHOCTH
pEeLenToOponoIOOHbIX ~MMMYHHBIX — peuentopoB. bonee riaybokoe u3yuyeHue
TeHETUYECKUX OCOOCHHOCTEH CTapeHUs JIMCTOMAJHBIX XBOWHBIX IMO3BOJHT OoJjee
JIETAIbHO OTMPEACTUTh TEeHBI, KOHTPOIHPYIOMHNE (PU3NOJIOTUYECKUE MEXAHU3MBI
PEryJSILIMY CTaPEHUS JUCTHEB Y [IBETKOBBIX M XBOIHBIX PACTCHU.

OObeKkTaMH  HAIIEro  HCCIENOBAaHUS  CTald TE€HOMBI  OTHOCHUTEIHHO
¢unoreHeTUYECKH ONM3KUX BEYHO3EJIEHBIX M JIUCTOMAIHBIX JEPEBBEB C LIEIBIO
OOHapyXeHHUsI OCOOEHHOCTEH MEXaHM3MOB T'€HETUYECKOM pEeryysiliud Ce30HHOTO
CTapeHusi - JHUCTOMAAHOCTH MyTEM OHOMH(POPMATHUECKOTO CpPABHEHHS Maphl
BEYHO3EJIEHBIX U JINCTOMAIHBIX MOKPBHITOCEMEHHBIX BHJIOB U Hapbl BEYHO3EIEHBIX U
JUCTONAHBIX TOJIOCEMEHHBIX BUJIOB.

OCHOBHOM LIE€TBI0 MAarucTepCKOM JUCCepTalui ObLJIO BBIABICHUE T'€HOB,
BOBJICUEHHBIX B PETyJSLUI0O CE30HHOTO CTAPEHUS JIUCTHEB VY JIMCTBEHHUIIBI
cubupckoii (Larix sibirica).

JUis nocTrKeHUs JTaHHOW 1eJI OBLIIM IMOCTAaBJICHbI CIICAYIOLUE 3a0a4u:

1) moAroTOBKAa F’EHOMHBIX U IPOTEOMHBIX JaHHBIX;

2) CpaBHHTEJIbHBI OHOMH(POPMATHYCCKHIA aHAW3 TPEACTABICHHOCTH T'E€HOB-
OPTOJIOTOB Y TEHHBIX CEMEWUCTB y BEUHO3EIEHBIX U JIUCTONAIHBIX BUJIOB,;

3) BBISBICHHUE TCHOB-KAHIUJIATOB, AaCCOIMMPOBAHHBIX C CE30HHBIM CTapEHHEM

JINCTBHCB.



1 OB30P JHUTEPATYPbBI

B nanHoil paboTe paccMOTpeHbI OOIIME MEXaHWU3Mbl PETYIALNN CTapeHUs

JIUCTBECB, a4 TAKIKC MCXAHU3MBI, CHCI_II/I(l)I/I‘-ICCKI/Ie IJIs1 CC3OHHOT'O CTapCHMUA.

1.1 TI'eHeTHyeckas peryJjsiimsi CTapeHusl JUCTheB

CrapeHue JMCThEB M XBOHW SBJISICTCS 3aBEPINAIONICH CTaJAWCH WX Pa3BUTHSA U
MIPEICTABIISCT coboit YIOPSTOYCHHBIN Ouonornyeckui polecc,
COIIPOBOXTAMOIIUNACS Jerpajaueld MaKpOMOJIEKYJI U PEIUPKYISAIUEH MTUTaTeIbHBIX
BEIIECTB, YTO CIIOCOOCTBYET MPHUCIOCOOICHHOCTH pacTeHuid. ['eHeTuueckue
UCCJIEIOBAHUSI TE€HOB, CBsI3aHHBIX cO cTrapeHueM (SAQG), mokaszaiu, 4TO CTapeHue
JIUCTHEB SIBJISIETCS TEHETHMUECKH PETyJIUPYyEeMbIM MPOIECCOM, a Ha WHUIUAILUIO U
MIPOTPECCUPOBAHNUE CTAPCHUS JHCTHEB BIHMSAET MHOXECTBO BHYTPECHHUX W BHEITHHX
daxTopos [1].

HenmaBHO ¢ TOMOIIBIO METOAOB MYJIBTHOMHKH OBUIO YCTAHOBJEHO, 4TO
CTapeHHE JIUCTHhEB TOABEPraeTCss MHOKECTBCHHBIM YPOBHAM peryiisiiuu (Pucynox 1,
Tabmn.1), BKIIOYAs XPOMATHH, TPAHCKPHITIUOHHBIA M MOCTTPAHCKPHITIMOHHBINH, a

TaKe TPAHCISIIIMOHHBIN U IOCTTPAHCIIAIIUOHHBINA ypoBHU [1].

Environmental factors Internal factors
Darkness, drought, extreme temperature, Endogenous hormones: ethylene, JA, SA, ABA, SL, CK,
salt stress, nutritional deficiencies, DNA age GAs and Auxin
damage and pest invasion, etc. Developmental signals
1.chromatin level 2. transcription level S Eoichpt ot 4.translation level = pasuansiational

level level

‘ RNA
B , RNA splicing and processing

mn o
nucleosomes L [ A
/J wfm\ //M\ rSs B Exonl N Exon2 M Exon3 M >
X

Ribosome
)))y RNA
TF and SAP /‘)y spliccosome
W) —_— —_—
Histone methyltransferase/methylase = MRNA | Exonl I Exon2 | Exon3

b /
— e AAAAA \ T—
: : RNA -
DNA methyltransferase/methylase mRI ( SmallRNA )

—esssmm  AAAAA
Chromatin remodeling factor mRNA

Histone acetyltransferase/deacetylase

o e e

N
SAP

-, leaf senescence

Pucynox 1 — MHOTOypOBHEBast peTyJIsIHsl CTapEeHUs IUCTheB pacTeHuit [1]
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Tabnuna 1 — Ciucok reHoB, y4acTBYIOIIMX B MHOTOYPOBHEBOW PETYIISALIUIO CTAPSHUS

muctbeB [1]

Ne | YposeHs peryasuuu

I'enbl, peryaupymonye crapeHuu JUCTheB

3a/Iep:KUBAIOT CTApeHHe

CIOCOOCTBYIOT CTAPEHHIO

1 | XpomaTun

AtHD1, AtSRT1, BRAHMA,
HDAO9, HDA15, HAD19,
HD2C, SUVH2

DRD1/DDM1, HAC1, JMJ16,
REF6

2 | TpaHCKpUIIIMOHHBIN

WRKY54/ WRKY70,
WRKY57, ANACO017, VNI1,
ANACO090, NACO75, JUB1,
VNI2, AlIF2, AP2, bHLHO03,
bHLH13, bHLH14, bHLH17,
CBF2, FYF, MYBRI,
ORE15

WRKY6, WRKY22, WRKY42,
WRKY45, WRKY46, WRKY53,
WRKY55, WRKY75, AtNAP,
AtNAC3, ATAF1, ANACO16,
ANACO019, ANACO032,
ANACO046, ANACO72,
ANAC102, NTL9, OREL1, ORS1,
PIF4, PIF5, CRF1-6, DEAR1,
IAA17, KHZ1, KNZ2, MUC2-5,
JAZ7, AIMYBL, MYB2, MYBH,
REVOLUTA, RAV1, TCP2,
TCP4, TOP10

3 | [TocTTpaHCKpHUIIITHOH-

HBIHN

miR156, miR164, miR172,
miR840, PtRD26

CFM4, ERF4, miR319,
ONACO054, ul1-48k

4 TpaHCaALMOHHBIN

eLF5A, LreEF1A4, SPL33

5 | IlocTTpaHCASIIMOHHBIN

AtWAKL10, ATG4a/4b,
ATGY, ATG10, ATG18a,
EDR1, PUB12/PUB13,
SERK4, UPL5

AtSARK, MKK4/5, MPK1/2,
MAPKKK18, MPK6/MKKO9,
RPN10, RPN5a, SAURA49,
UBP12/UBP13, UBA2

Ha wuwHummanuioo #W  IpOrpecCMpOBaHUE  CTAapPEHUsI JIMCTBEB  BIMSIOT

MHOTOYHCJICHHBIC JHAOTCHHBLIC CHUIHAJIbBl PAa3BUTHUA H Q)aKTOpBI BHEIIIHEH CpEAanl.

BOSp&CT JJUCTBCB  ABJISICTCA HauoOoJiee Ba’XHBIM OHAOT'CHHbIM CHUTHAJIOM,

OIPEICIISIONIMM HaYaa0 CTapeHust TUCTheB [1].
Coo01maeTcsi, 4To TOPMOHBI PAcTeHUM, Takhe Kak JITWieH [2], jkacMOHOBas

kucioTa [3], canurminosas kuciaora [4], abcrn3oBas KUCIoTa, OpacCHHOCTEPOU b [5]
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U CTPHUTOJAKTOHHI [6], CITOCOOCTBYIOT CTapeHUIO JIMCThEB W AKTHBHO YYaCTBYIOT B
OTBET HA pPa3NW4yHble a0MOTHYECKHE M OMOTHMYECKHE CTPECChl, TOT/a KaK ayKCHH,
IIUTOKUHUHBI [7] 1 THOOEPEIUTMHBI 33JICPKUBAIOT CTAPECHUE JIUCTHEB.

N3MeHeHuss LUpPKagHOrO pUTMa PACTEHHM TakKe BIHAIT HAa CTapeHue
JUCTHEB, OJIHAKO TMPUYUHHO-CJICICTBEHHAs CBSI3b MEXIYy HUMU TpeOyeT
JOTIOJIHUTENIBHOTO  W3YYCHHS [8]. CrapeHne  JNHCTBEB  pEryIHpPYETCS
MHOTOYUCJIEHHBIMUA 3KOJIOTHYECKUMHU CTPECCAMM, TAKUMH KaK MPOJOJIKUTEIBHOCTD
CBETOBOTO Tepuojia, AehUUUT MUTATEIbHBIX BEIIECTB, 3acyxXxa W HHQeKuus
natoreHamu [9-11].

HenaBno Oblna oOHapykeHa poOJib OMOTHYECKOTO CTpecca Ha CTapeHHUe
JUCThEB. B MccnenoBanuu BBISIBICHO, UTO CEKpETOpHBIN dddexTopHbIil 6enok PevD1
Verticillium dahliae waIynmupyer crapenue mHMcTbEB, CIOCOOCTBYST OMOCHHTE3Y
sTiieHa, omocpeaoBaHHomy ORED (oauH Y3 OCHOBHBIX TPaHCKPUIIIMOHHBIX

(aKTOPOB, PEryIUPYIONIUX CTapeHe pacTeHuit) [12].

1.1.1 Ha ypoBHe XpoMaTHHA

CTpyKTypHasi TMHAMHUKa XpOMaTHHA MTOCPEJCTBOM MOJH(DHUKAIIMN THCTOHOB U
(EepPMEHTOB pPEMOJCIUPOBAHUS XpOMAaTHHA SIBIIACTCS KJIIOYEBBIM MEXaHH3MOM
perysiuu crapenus ymcta [13]. Jemerunassr H3K27me3 REF6 [14] u HISTONE
DEACETYLASE9 (HDA9) [15] cnocobctByroT crapenuto JsuctheB: REF6
JNCHCTBYET MOCPEJACTBOM MPSMON aKTHBALMU IMO3UTHUBHBIX PETYJISTOPOB CTapEHUS,
takux kak EIN2, ORE1 u NAP, B To Bpems xak HDA9 o6pasyer KomIuiekc ¢
POWERDRESS n WRKY53, rnie WRKY53 nanpasnser POWERDRESS u HDA9 «
W-060Kkcy, conepxaieMy MpOMOTOPBl HETATHBHBIX PETYJIATOPOB CTApEHUs, BKIIIOYAs
ATGY, NPX1 u WRKY57 (puc.2).

B uccnenoanuu [16] coobraercs, uro rucronaneruarpancdepasza 1 (HACI)
CIIOCOOCTBYET CTapEHUIO JINCTHEB IyTEM HAIICIUBAHUS HA STHJICH-YYBCTBHTEIHHBIN

TpaHCKpuNIMoHHBINH (pakTop ERF022, mo3uTHBHBIN peryasTop CcTapeHus JIUCTHEB.



Negative Regulators

~—" APG9 WRKY57 NPX1
Autophagy JA ABA

L v y

[ Leaf senescence |

Pucynok 2 — Mojens peryisiiuu cTapeHus JTucTheB ¢ momonibio HDA9 u PWR [15]

AT®-3aBucUMBI (HEPMEHT PEMOJICTUPOBAHUS XPOMATHHA, YYaCTBYIOUIUN B
PEMOEIIMPOBAHUN XPOMAaTHHA, TAKKE CBSI3aH CO CTAapEHHMEM JINCTheB. Myrauuu B
DRD1 u DDMI, nByx OenkoB pemoaenupoBaHusi xpomatuHa SWI2/SNF2,
3aJiepXKUBaOT crapeHue JucthbeB [17]. Hampotus, motepst ¢ynkimu BRAHMA
(BRM), npyroit AT®a3zbl, pemoaenupyromeir xpomatun SWI/SNF2, yckopser

cTapeHue aucTheB [18].

1.1.2 TpaHCKpUNIIUOHHBIN YPOBEHb

BaxkHOCTB perynsiuu TpaHCKPUIIIKU, OTIOCPEIOBAHHON TPAaHCKPUMITUOHHBIMU
daktopamu (TD), Bo3HMKIA U3-32 UACHTU(GUKAIIMN OCHOBHBIX Td, KOTOpBIE UTPAIOT
KPUTHYECKHE POJIH B POrpaMMe cTapeHHs JucTheB [13].
CBerT sBisIeTCS KIIIOUEBBIM (DAKTOPOM OKPY>KAIOIIEH Cpeibl, BIUSIONIMM Ha HA4aJIo U
Mporpecc CrapeHust JIMcTheB. I3BECTHO, YTO TEMHOTA, HU3Kasi MHTEHCUBHOCTh CBETA

nin TCHb (HI/ISKOC COOTHOHICHHUE KpaCHOIro: AaJIbHETO KpaCHOFO) BBI3BIBAOT

10



crapenue ymcTheB. FHY3 u FARI, nBa roMojorudHbix Oeilka, HEOOXOIUMBI IS
OTOCPETOBaHHONW (UTOXPOM A mepenaydl CBETOBBIX CHUTHAJIOB. OJTH OeJKd
buznyecku B3auMoIeUcTBYIOT U nojaBiisiioT JJHK-cBs3biBaronyto aktuBHOCTh EIN3
u PIFS5, u mpenstctByror cBs3biBanuio ux JJHK ¢ mpomoropom OREI, kortopsrit
KojaupyeT kitoueBor (aktop TpaHckpumniuu NAC, crnocoOCTBYIOMIUM CTapeHUIO
mucTheB (puc. 3a). Bo Bpems crapeHust Uiu B YCIOBUSIX TEMHOThI HAKOTUIEHHE Oelka
FHY3 ymenbiaercs, Tem caMbiM cHuMas ero penpeccuto Ha JIHK-cBs3piBanne EIN3
u PIF5, uto mpuBoaut k yBenudeHuto skcrpeccun ORE1 u wauwanmy crapenus

muctbeB [19].

Young (light) Old (dark)
FHY3/FAR1
N s - DD
‘o PIFS ( EIN3 i
ORE1 -3 /
promoter - - -
miR164 % _,‘ FHY3
. B et FAR1
/\_/
Xo> [
Epeofmam] P o
wesese. WS, WRKY28
(e.g., SAGs) (e.g., SAGs) ‘
—| Leaf senescence , —> Leaf senescence Leaf senescence
A b

Pucynok 3 — Mojenb peryisiiuu crapeHus JucTbeB ¢ momomnisio FHY3 u FAR1 (A)
[19]; Mmonenb, noka3siBatorias, kak FHY3—-WRKY28 unterpupyet Bo3pact u

BBICOKHE cBeTOBbIe curHabl R:FR s momaenenus crapenus smctbes (B) [20]

FHY3 u FAR1 nogasnstor sxcnipeccuto WRKY28 u OuocunTe3 camunioBoit
KHCJIOTBI, TEM CaMbIM MPEI0TBpaliias ctapeHue auctbes (puc. 30) [20].

B pesynbrare aHanmm3za CeTH KOJKCIPECCHMH TEHOB B JHUCThAX Liquidambar
formosana 6wu10 mpeanonoxeno, yro LIWRKY70, LIWRKY75, LIWRKY65, LINAC1,
LfSPL14, LfNAC100 u LfMYB113 sBnstoTcsS KITIOYEBBIMH PETYJIATOPAMU CTapEHUS
aucTheB, a TeHbl, peryaupyembie LfWRKY75, LfINACL1 u LfMYBI13 sBastoTcs

KaHauaaTaMu Ha CBA3b ACTpadalliu xnopoq)mma h OHWOCHHTE3a AHTOIIMAaHOB CO
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craperriem [21]. LfMYB113, Obu1 mOATBEpXKAEH Kak PEryJIATOp, MOJOKUTEIBHO
PEryIUpYIOIINH OCEHHIOI OKPAcKy JINCThEB M UX cTapenue [22].
Tpanckpumnimonnsie  ¢akropel BHLH Taxke yd4acTBylOT B peryisiuu
crapeuss JuctbeB. llogrpymma Ille bHLH (MYC2, MYC3 u MYC4)
GyHKUMOHUPYET  M30BITOYHO, 4YTOOBI  AKTUBUPOBATh  CTApEHHUE  JIUCTHEB
WHIYIMPOBAHHOE >KACMOHOBOM KHCJIOTOM, mpu kKoTopoM MYC2 cBsA3bIBaeTcs C
npoMotopoM reHa-mumienn SAG29 u aktuBupyer ero (puc. 4a). ®axtopst bHLH
noarpynner  I1Id (bHLHO03, bHLHI13, bHLHI14 u bHLHI17), cBs3siBatoTcs ¢
npomoTopoM SAG29 u penpeccupyror aktuBupyemyro MY C2 skcnpeccuro SAG29,

YTOOBI OCIIA0UTH JKACMOHAT—MHIYIIUPOBAaHHOE CTapeHHe JTHCTheB (puc. 4d) [23].

A WT 2} coi1-1
- B
k>
|—| Inhibition
£ 5AG29-V =W
m._ ﬁ Activation
O -box like ' O
Senescence Stay Green
C myc2/3/4 D bhlh03/13/14/17

3 2

W TDUN A
\?'\; v g‘ef Dy
&l =4 inhibition c > Activation
G box like G box like '
Stay Green Accelerated senescence

PucyHnok 4 — Mojienb )kacCMOHAT—HMHIYIIUPOBAHHOTO CTAPCHUS JINCThEB [23]
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1.1.3 HocTTpaHCKPUNIIUOHHBIH YPOBEHb

KntoueBble  perynsiToppl  CTapeHuss  JIMCTBEB  TAKXKE  IOJABEPrarOTCs
MHOYKECTBEHHBIM MOAYJSALMAM Ha MOCTTPAHCKPUIIMOHHOM YpPOBHE, BKIIIOYast
penaktupoBanue PHK, crmmaiicudr, TpaHcmopT © Jerpajalyi0 C I[MOMOIIBIO
MukpoPHK u nekommpyronmx PHK, cBsazeiBatomumxcs ¢ nuc-anemenramu MPHK
[13].

ANbTepHATUBHBIA crutaliciar W nosmaneHwmpoBanne ERF4 (ETHYLENE
RESPONSE FACTOR4) npuBomsat k nasym wu3odopmam ERF4 (puc. 5): oana
conepxut EAR-motuB (ERF4-R), npyras smmena ero (ERF4-A) [24]. ERF4-A
JNEUCTBYET Kak aktuBaTop TpaHckpunumu, a ERF4-R kak penpeccop ux mpsmoro
reHa-muieHn. CATALASE3 ( CAT3 ), kourposnupyronuii koHnentpamuio AOK B

KJIETKaX W PEryJUPYIONMIUI cTapeHue JTUCTheB [25].

» P 2.

— |
pre-mRNA ERF4 with plant age

|

alternative polyadenylation
leads to age dependent ratios of isoforms

4 X

ERF4-A/ERF4-R ERF4-A/ERF4-R

NS

CAT3 ESP/ESR

l l

g » WRKY53
‘A A&7
other SAGs

4

é 7 Leaf senescence
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Pucynox 5 — Monens Biustaust uzopopm ERF4 Ha pannee u nmo3nnee crapenue [25]

YcranosineHo, uto MiR840, miR585 u MIR172 perymupyior crapeHue JTHCThEB
MOCPEACTBOM TMPSIMOTO  PACIICIUICHUS W/WIM PENpecCUd TPAHCISALUU T'eHOB,
aCCOLMUPOBAHHBIX cO cTapeHueM [26,27]. MiIR398 3anep:kuBaeT cTapeHHs JHCTHEB
nytém nocrrpanckpuriimonHoi peryisimun ASCORBATE PEROXIDASE 6 (APX6),
KOTOpAs SBISETCS KIFOYEBBIM PETYIIATOPOM TiepepacipeeneHus meau. [28].

B wuccmemoBanmm  [29]  cooOmiaercs, uro  MIR164 uHrubupyer
skcnpeccrro LINACL BecHoli u stietom, mozxe LINACL akTuBupyeT reHbl, CBSI3aHHBIC
co crapenuem JwmcTtheB  Liquidambar  formosana, rmociie  MOCTEIIEHHOIO

cHKeHuss MIR164 mo Mepe CMEHBI CE30HOB.

1.1.4 TpaHCASSUMOHHBIA YPOBEHb

Mytausi B rene ORE4, xoTopwlii komupyer O€loK Majioll CyObeIUHUIIBI
IJIACTUIHOM puOOCOMBI 17, CHU)KaeT CKOPOCTh TPAHCIISILIMKU B XJIOPOIUIACTE U, TAKUM
00pa3oM, yBEIIMYMBACT MPOIOJIKUTEIBHOCTD XKH3HH JUCThEB y apadumoncuca [30].

HNHuTtepecHo, uTo nBe CyOBeIUHUILI prOYI030-1,5-0nucdocharkapOokcunazbl/
okcureHasol  (Rubisco), «irodyeBoro ¢depmeHTa, ONPEAENSIONIET0 CKOPOCTh
ACCUMWJISIIIMU  yriieposa mpu (POTOCHMHTE3E, TOIJAIOTCS KOHTPOJI0 Ha YypPOBHE
TPAHCISALMM W BIUSIOT HAa POCT W Pa3BUTHE PACTEHUU, B TOM YHUCJIE Ha MPOIIECC
crapenus auctheB [31]. Yporau MPHK cyobennuui; RBCS nocreneHHO CHHXKAIOTCS

IpU CTapeHuH JucTa, Ho cHikeHue ypoBHss MPHK RBCS mpoucxonut meniensee,

yem B RBCS [32].

1.1.5 IocTTpaHCJAsIIUOHHBIN YPOBEHb

[Ipeobnanaromieit  GopMoN  MOCTTPAHCISIITUOHHOW — PETYISIIIUU  SIBIISIETCS
nerpagamust 0eyika, KoTopas UMEET peliaroilee 3Ha4eHUe HE TOJIBKO IS Tepeaadu
CUTHAJIOB, HO TaKXe W JUIsl peanu3alui CUHApoMa ctapeHus. OCHOBHBIMU MyTSIMU
nerpajanuu  OCeJKOB BO BpeMs CTapeHUs pPACTEHUN SIBISIOTCA IPOTEACOMBbI U
aytodarusi, KOTOpble BMECTe OOeCreurBalOT OOMEH OpraHeul U abeppaHTHBIX HIIU

arperupoOBaHHBIX OCJIKOB, MPABUIBHYIO PEIUPKYJAIHNIO MUTATEIBHBIX BEIIECTB U
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TOYHBI KOHTPOJIb TOMeocTa3a peryistopoB crapenus [13]. Ayrodarus, rmo-
BUAMMOMY, IPEIOTBPAIIAET CTAPEHUE, B TO BPEMS KaK MPOTEAcOMa JIECUCTBYET Kak

MO3UTHBHBIN perysaTop crapenus (puc. 6) [33].

Senescence progression

Onset

Senescence \
g / Autophagy

Cell death |

-

Pucynok 6 — Poiib mpoTeacomsl 26S u ayTodaruu B ctapeHUH JTUCTheB [33]

NHunmanmsi cTapeHuss JHUCTheB TNPUBOAUT K akTtuBamuu TeHOB ATG
(autophagy-related genes) [34]. Paspymienne pasmuunbix ATG, Briarodas ATG2,
ATG4a/4b, ATGS, ATG7, ATGS, ATG9, ATG10 u ATG18a, BbI3bIBaeT 1ePEKTHYIO
ayTo(aruto U MpexJACBPEMEHHOE CTapeHUE JIMCThEB y apabuaoricuca, 0COOEHHO B
YCIIOBUSIX OTPAHWYEHHOTO KOJMYECTBA IMHUTATEIBHBIX BEMIECTB (T. €., C HHU3KHM
conepkanuem HutpaToB) [33,35].

B oTauume ot rimoOanpHOM akTHBH3anMH reHoB ATG, TOJNBKO 4YacTh I'eHOB
MIPOTEACOMHBIX CYyOBETUHUII YBEIIMYHUBACT CBOIO JKCIIPECCHIO BO BpPEMsS CTapCHHSI
[36]. BriktoueHne/BbIKIIOUEHNE ~ TE€HOB cyObeqUHUI]  MPOTEaCOMbI
y Arabidopsis yacTo BbI3bIBAET 3a/I€PKKy Hadasa ctapeHus [37].

Y OMKBUTHHUPOBAaHNE/ ICYOMKBUTHHUPOBAHNE, KOHTPOJUPYIOIIEE JTUHAMHKY
yOMKBUTHHA B KJETKaxX, SBISETCSs OAHOW U3 HauOoyiee pacnpOCTPaHEHHbIX
MOCTTPAHCISAIMOHHBIX ~ Moaubukaruii. PUB44,  Ttaxke  U3BECTHBIM  Kak
SENESCENCE-ASSOCIATED E3 UBIQUITIN LIGASE 1 (SAULI) u NOT
ORESARA 1 (NORE1), uaTErpansbHO OMOCPENYyEeT CUTHAIBI OT 3aBUCHMBIX OT

TEMIepaTypbl M BIAQKHOCTH 3allUTHBIX OpOrpaMM W CcTapeHus JucTtbeB [38].
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Vouksutummraza RING-tuma, ARABIDOPSIS TOXICOS EN LEVADURA 31
(ATL31), urpaer BaXXHYH pOJIb B CTAPEHHH JIMCTbEB B YCIOBHUAX BBICOKOIO
conepxxanuss CO2/nuskoro conepxkanust aszora [39]. WRKYS53 wampsamyro
aktuBupyeT ATL31 B orBer Ha kierounblii ctatyc C/N pacTeHus, WHTErpupys
KOHTPOJIb MIEPBUYHOTO MeTab0JIM3Ma B cTapeHue JIMcTheB [39].

B otinuune ot 601ee UHTEHCUBHO M3y4yaeMoil pyHkiuu nura3 E3, nonumanue
cnerupuyeckorr ponu  pepmentoB aeyoukButuHuUpoBaHus (DUB) B crapenun
JMCThEB MOSIBIIIOCH TOJIbKO HemaBHO [13]. UBPI12 m UBP13 yckopsitor crapenue

JUCTHEB MyTeM JCYOMKBUTHUHUPOBAHUS W, cieaoBaTenbHO, crabunuzanuu OREI

[40].

1.2 TopMoHa/IbHAsI peryJsiliusi CTApeHUus JUCTbeB

OyHKIMSA (PUTOTOPMOHOB 3aKIIOYACTCS B WHTETPAIMU PA3IMYHBIX CHUTHAJIOB
Pa3BUTHSI U CUTHAJIOB OKPY’KAIOIIEH Cpellbl B MPOIECC CTAPEHUs 4Yepe3 CIOKHYIO
CETh CUTHAJIBHBIX MyTEH, B KOTOPBIX MOJJIEPKUBACTCA TOYHO HACTPOEHHBIN OayaHc
MEXIy aKTUBAaTOpaMH | PEIpPeccopaMH, YTOOBI TapaHTHUPOBATh 3aBEPIICHUC

CHHJIpOMa CTapeHUs JI0 JOCTHIKCHHUS 3alpOorpaMMUPOBaHHON Trbenu kietok [13].

1.2.1 IIMTOKNHUHBI

I{UTOKUHUHBI MPECTaBIISIIOT COOOM N6—3aMeH1eHHLIe IIPOU3BOJIHBIC AJICHUHA,
HEOOXOUMBbIE JJI POCTa, PA3BUTUSA W PEAKIUMU pacTeHuil Ha ctpecc. CopeprkaHue
IUTOKMHUHOB TIOCTENIEHHO CHIKAETCS MO MEPE CTapeHUsi JIMCThEeB. DaKTOpPbI
IUTOKMHUHOBOTO 0TBeTa (CRF) HeratuBHO perynupyroT HHIYIIMPOBAHHOE TEMHOTOM
crtapenue JuctheB. CRF6 uHrubupyer crapeHue JHUCThEB, MPSIMO WM KOCBEHHO
UHIYIUPYS IKCTIPECCUI0 HIKECTOSIIINMX TeHOB-MUIIIEHEH, BKItoUas (pakTopbl OTBETA
mutokuanHa ARR6, ARR9, ARRII1, ren Owocuareda LOG7 wm CBS3aHHBIN C
tpancnoptupoBkori reH ABCGI14 [41]. ®DyHKuMsS HUTOKMHUHOB TPU CTapCHUH
JUCTHEB W3BECTHA, OJHAKO MEXAaHW3M HWHTHOWPOBAHUS ITUTOKUHUHAMU CTapCHHUSI

JMCTHEB MCCICIOBATENISIM €I MPEACTOUT BRISCHUTH [13].
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1.2.2 AykcuH

Ponp aykcuna (MHI0M-3-yKCYCHAasi KUCJIOTHI) B CTAPEHUHU JIUCTHEB HECKOJIBKO
npoTuBopeurBa. Tem He MeHee, OOIIEeNPU3HAHO, YTO AYKCHUH SBJISIETCS HETaTUBHBIM
perymaropom crapeHus JuctbeB. Hanmpumep, myranmss B AUXIN RESPONSE
FACTOR 2 (ARF2), penpeccope mnepegayd CHUTHAJIOB ayKCHHA, 3aJICp)KUBACT
CTapeHHE JIUCTHEB, ITO TOBOPUT O TOM, YTO TEpe/iadya CUTHAJIOB ayKCUHA MOJaBIIsET
crapeane muctbeB [42]. YUCCAG6 kommpyer flavin monooxygenase, (epMeHT,
orpaHnyuBaronmii ckopocts Oonocuaresa IAA [43]. Ceepxakcnpeccuss YUCCAG y
Arabidopsis yBelIMYMBAET COAEp)KaHHE AayKCHMHA M CHIDKAeT 3kcnpeccrio SAG u

Hakoruienne AD®K, 4To MpUBOJIUT K 3aJIep)KKE CTapCHUS JUCTheB [44].

1.2.3 T'ub6epensinHbI

I'u66epemmuubl (I'K) npeactaBisitoT co00i THI JUTEPIEHOBBIX PACTUTEIIBHBIX
TOPMOHOB, COJEpkKAaHUE KOTOPBIX B JMCTBSAX ITOCTENEHHO CHWXXAETCS II0 MeEpe
crapenus auctbeB [13]. MccrenoBanus mokaszaiu, uTo ruOOSpEUIMHBI HE BIIHSIOT
HalpsIMyl0 Ha CTapeHHe JIUCTbEB, HO MOTYT 3aJIepKMBaTh CTapeHHUE JIUCTHEB,
IPOTUBOAEHCTBYS abcum3oBoii  kucioTe [45]. OpHako HECKOJIbKO HEIaBHHUX
UCCJIEIOBAHUM TIOKa3aly, 4YTO B HEKOTOPBIX OSKCIEPUMEHTaX TI'HOOEpeITuHBI
COCOOCTBYIOT cTapeHuto ymctheB. CurHanbHble Oenku DELLA (RGL1 u RGA)
B3aumoJieicTByloT ¢ WRKY45 u WRKY6, u4To mnpuBOAMT K HApYUICHUIO HX

TIOJIOKUTEIBHON POJIM B CTapeHUHU JUCTheB [46,47].

1.2.4 DTniaen

OTuseH npeacTaBisieT co00l ra3000pa3Hblil paCTUTENbHBIA TOPMOH, KOTOPBIT
criocoOcTByeT crapeHuro JMcTheB [48]. EIN2, meHTpanbHBIN peryisitop mnepenaqu
CUTHAJIOB dTWJEHa, perynupyeT miR164, koTtopas cnemuduyeckd paspyliaer
tpanckpunuonHbli ¢akrop ORE1, o0Opasys EIN2-miR164-ORE1 perynstopHsii
MOayab ctapeHus auctbeB [49]. JlanmpHelimiee uccnenoBanue mokaszano, 4ro EIN3
nerictByeT HUKe EIN2 u HanpsiMmyio cBsi3pIBaeTcsi ¢ mpoMoTopoM miR164 u, Takum
0o0pa3oM, WHTHOUPYET €ro JKCIPEeCCHI0 M KOCBEHHO CIIOCOOCTBYET HJKCIPECCUU

ORE1l, dopmupys myts EIN2-EIN3-miR164-OREl, perynupyromumii crapeHue
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muctbeB [2]. Tlo3ke Obuto oOHapyxkeHo, 4to EIN3 Hampsmyro CBs3bIBaeTCs ¢
npomoropamu ORE1 u AtNAP, utoOsl mHIynumpoBaTh ux TpaHckpumimio [50].
WHTepecHo, 4TO MEepenpou3BOACTBO ITWIIEHA Y apaOHIoICHCca Ha paHHEH cTaauu
pocTa HE YCKOPSIET CTapeHUE pACTEHUM, YTO TO3BOJISIET MPEAINOJIOKUTH, YTO
WH]YKIIWSI CTApEHHs JINCThEB 3TUIICHOM 3aBHCUT OT Bo3pacrta pacteHus [51]. Kpome
TOr0, 3TUJIEH CUHEPTUYECKU B3aMMOJEHCTBYET C MepeJadyel CUrHAJIOB KaCMOHOBOM

KUCJIOTBI, PETYJIMPYS CTapEHHE JIUCThEB [52,53].

1.2.5 CamunujioBasi KHCJI0TA

Camuuunosas kuciora (CK) npencrasisger co00i (PeHOTbHBIN pacTUTEIbHBIN
TOPMOH, cojiepskaHne Kotoporo y Arabidopsis mocTeneHHo yBeIUIHBaCTCS BO BPEMsI
crapenus JucTtbheB [54]. O0paborka CA MHIyHHUPYET 3KCIPECCHIO MHOTHUX TEHOB,
aCCOLIMMPOBAHHBIX CO CTapeHWEeM, BKIIOYas TPAHCKPUIILIMOHHBIE  (AKTOPBI
cemerictea WRKY [55]. WRKY75, WRKYS51, WRKY28, WRKY55 u WRKY46,
HAIpPSIMYIO CBSA3BIBAIOTCS C TPOMOTOPHOM 00JaCThIO TeHa OMOCHMHTE3a CAIUIIUIIOBOM
kucnotel 1CS1 u cioco6eTByoT HakomneHnio CK u ADOK mist yckopenus: ctapeHus
muctheB [56,57]. Uccnenoanus quruapokcuinaz CK (SA 3-HYDROXYLASE (S3H)
u SS5H) mnokazamu, 49TO ATOT TOPMOH Y4YacTByeT KakKk B Hadale, TaKk H B
IPOrpecCUpoBaHuu crapeHust aucTheB [54]. Kpome toro, Obuio mokasano, uro CK

CIIOCOOCTBYET CTapEHUIO JIUCTHEB, BhI3bIBAsI 00Opa30BaHUE ayTO()aruyecKux JIM30COoM

[58].

1.2.6 A6cuu3zoBasi KHCJIOTa

Ab6cuumzoBas kuciota (ABK) — pacTturenbHblii TOPMOH, OTHOCAIIMKCA K
kiaccy wusonpeHonnioB. Conepxanne ADBK yBenmnuuBaeTcs BO BpeMs CTapeHHs
macteeB  [13]. ABK-unaymupyembiit  TpaHcKpunimuoHHbIH — (akrop  AtNAP
CIIOCOOCTBYET CTapeHHUIO JIMCTHEB MyTEM aKTHBALUM €T0 MPSIMBIX N€HOB-MUIICHEH,
Britovas red (ocdarasel SAG113 u ren 6mocunresa ABK AAO3 [59,60]. CDF4
YCKOpSIET CTapeHue JIMCTheB 3a cyeT ycwieHus Omocuntesa ABK u momaBnenus
ynanenuss H,O, [61]. ABK mnporuBoAciicTBYyeT NHMTOKMHUHAM, WHIYLIHAPYS

skcnpeccuto OsCKX11, GyHKIus KOTOPOTO 3aKITIOYAECTCS] B CHIDKEHUH COJICPIKAHUS
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IIMTOKWHWHA B CTaperommMX JMCThIX puca [62]. Cepxakcmnpeccus OsMYB102
uHruOupyet skcnpeccuo SAG, BKItouasi reHbl, CBsA3aHHbIe ¢ nerpaganueit ABK u
nepenaueit curHanioB ABK (OsABF4, OsNAP u OsCYP707A6), u 3anepx’uBarot

cTapeHue JIcTheB [63].

1.2.7 KacMoHOBasi KHCJIOTA

XKacmonoBass kucimora (KK) mnpeacraBasier coboil Kiace JIUIUAHBIX
pacTUTEIBHBIX TOPMOHOB, CUHTE3UPYEMBIX M3 (-IMHOJIEBOM KHCJIOTHI B MeMOpaHe
xyoporiactoB  [64]. Copepkanne JXK mMOCTENeHHO yBEIWYHMBAETCS BO BpeMs
CTapeHHs JIUCTBbEB, WIPACT IOJIOKUTEILHYIO pOJIb B CTapeHUU JHCThEB [65].
Arabidopsis MYC2/3/4, rpynna TF bHLH Tuna, urparoT UEHTpalbHYIO pPOJb B
UHIYIIUPOBaHHOM JA cTapeHHH JHCThEB [66].

JA Taxke peryampyer cTapeHue JIMCThEB MOCPEACTBOM MEPEKPECTHBIX MOMEX C
HeckosbkuMHu ropmoHamu. WRKYS57, penpeccop JA-MHIyIUMpPOBAaHHOTO CTApEHHS
nuctbeB, B3auMozeicTeyeT ¢ JASMONATE ZIM-DOMAIN4/8 (JAZ4/8) n 6enxom
AUX/TAA TAA29 B perynauuu cTapeHus JUCTa yepe3 curHaibHbie myTH JA u TAA
[66]. Kak ropMoH, OTBeTCTBEHHBINH 3a crpecc, BMecte ¢ ABA u SA, JA moxer
(YyHKIHOHUPOBATh, YTOOBI MHTEIPUPOBATh CUTHAJIBI OKPYIKAIOIIEH Cpesbl B MPOLIECC

cTapeHus ucTheB [13].

1.2.8 BpaccuHoaua

Bbpaccunomn (BR) IpEICTaBIISICT coboi Pa3HOBUIHOCTH
MOJIMTUAPOKCUCTEPOIIA, KOTOPBIM PETYIUPYET IMIMPOKUNA CHEKTP (HU3UOIOTHUECKHUX
MPOLIECCOB, B TOM YMCJIE POCT PACTCHUH U UMMYHHUTET. DK30T€HHOE PACIBUICHUE
OpacCHHONMIOB YCKOPSIET CTapEHHUE JIMCTHEB, B TO BPEMsI KaK MYTAHT BOCHPUSATHUSA
3TOr0 TOpPMOHa JAEMOHCTPUPYET (PEHOTUN 3aMEJICHHOTO CTapeHUs JIMCThEB, YTO
yKa3bIBaeT Ha TO, YTO OPaCCHUHOJIMbI UTPAIOT MO3UTUBHYIO PETYIATOPHYIO POJb BO
BpeMst ctapeHus JuctbeB [67]. AIF2 3anepxuBaer BbI3BaHHOE TeMHOTOM u BR-
WHIYIIMPOBAHHOE CTapeHHe JHUCTheB y apabumorncuca [68]. BR kak ropmow,
CBSI3aHHBIN C POCTOM, BMecTe ¢ aykcuHOM, CK 1 GA MOXET MHTErpupOBaTh CUTHAJIBI

pa3BUTHS B HHAYIIMPYEMbIC BO3PACTOM IPOIIECCHI cTapeHus TucTheB [13].
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1.2.9 CTpuronakroHsl

Crpuronaktonsl (SL) npeactapistoT co60i rpynny TepIEeHOUTHBIX JTAKTOHOB,
CUHTE3UPYEMBIX U3 KapOTUHOMIOB. SL y4acTBYIOT B BETBJICHUU MOOETOB, pa3BUTUU
KOpHEH, BTOPUYHOM POCTE U 3acyxoycToluuBocTH [69]. Myrtanus norepu GpyHKIHH
ORE9, Oenka F-box, maentuunoro cur"HaibHoMy Oenky SL MORE AXILALY
GROWTH2 (MAX2) y apabunomncuca u ero oprosory OsDE3 y puca, npuBoguT
3aMeieHuI0 cTapeHwst uctheB [70], mpeamonaras, uto SL urpaet moioKuTeIbHYIO
pOJIb B CTapeHHUH JIUCTheB. buocunTes SL unaynupyercs npu ae@uimTe azota Win
docdara, dYTo yKaspiBaeT Ha TO, 4YTO SL CIYyKUT CHUTHAJIOM JOCTYITHOCTH
IMUTATCILHBIX BEIISCTB JUIA PETYJIMpPOBaHUS CcTapeHus JucTbeB [7/1]. T'eHsbr
ouocunte3a SL MAX3 u MAX4 pe3ko MHAYUUPYIOTCS WHKyOanued B TEMHOTE U
strsieHoM [72]. Tlockonbky koaumdectBo CJI B pacTeHHMSIX JTOBOJBHO HH3KOE,
KOJIMYECTBEHHO omnpeAessaTh cojepxanne CJI Ha pa3HbIX CTaIUSIX CTapEHUS JUCTHEB

3aTpyaHuTeNbHO [13].

1.3 Dxonorunyeckasi peryjasiius CTapeHusi JUCTheB

Psan abnoTrnyeckux CTpeccopoB, TaKUX Kak 3acyxa, TEMHOTA, SKCTPEMAaJIbHbIC
TEMIEPaTypbl, NeUIUT COJIM M MUTATENbHBIX BEHIECTB, a TaKXKe OMOTHYECKHE
(dakTopbl, TakMe Kak 3apa)KCHHE IaTOr€HaMU M HalaJeHHWE HACEKOMBIX, MOTYT
YCKOPHUTh HAvajao W/WIU MPOrPECCHPOBAHUE CTApeHUS JTHUCTheB [73,74]. ycKopeHHOE
CTapeHHUe CIOCOOCTBYET yYMEHBIIEHUIO pa3Mepa KPOHBI B OTBET Ha CTPECCHI, UTO
YBEJIMYMBACT BBKMBAEMOCTb U IIAHCHI HA PENIPOAYKTHBHBIH ycrex [75].

N3BecTHO, YTO CE30HHBIA  (POTOCHMHTE3, OCEHHUE TeMIlepaTypbl U
IPOAODKUTEIFHOCTh JHS SIBIISIOTCSA KJIIOUEBBIMHU (DaKTOpaMH CE30HHOTO CTapeHHUs
auctbeB. HexoTopsle apyrue ¢aktopsl, Takue kak koHueHTpauus CO, B atmocdepe,
JEeTHHE TEeMIepaTyphl, YPOBEHb OCBEIICHHOCTH W OCAJKH TaKKe BIHUSIIOT Ha
CTapeHUE, HO TOJBKO KOCBEHHO, 4Yepe3 BIUsSHUE Ha (OTOoCcHHTE3. YCHIIeHHE
¢doTocuHTE3a BECHOM M JIETOM MPUBOAMUT K OOJiee paHHEMY CTapEHHUIO, YTO MOKET

NPUBECTH K 0oJice paHHEMY OTaJIaHUIO JINCThEB OCCHBIO [76].
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B uccnenoBanuu [77] ObuT IPOBEEH SKCIIEPUMEHT B POCTOBOM KaMepe, YTOObI
IPOBEPUTH BiMsiHUE TemnepaTypsl (6, 9, 18 u 21°C) u dporonepuoaa (miuHa nusa 8 u
16 "acoB) Ha cTapeHHE JHCThEB U XBOW JIBYX BHJIOB JIEPEBHEB YMEPEHHOTO IMOsCa
(Quercus mongolica u Larix principis-rupprechtii) pacnpocTpaHeHHBIX B TOPHBIX
necax Kutas. Pe3ynbpTaThl mokasaid, 4To HU3Kas TEMIIepaTrypa cama o ce0e MOXKeT
BBI3bIBaTh CTAapCHHE JIMCTHEB W XBOM Yy OOOHMX BHUJOB B YCJIOBHSX JTUHHOTO
CBETOBOT'O JIHS, OJHAKO cTapeHue xBoum L. principis-rupprechtii 6suto Ooee
YyBCTBUTEIBHO K CHIDKCHHIO TEMIIEpaTyphl, ueM JmcTheB y Q. mongolica B
YCIOBHSX JIJTMHHOTO CBEeTOBOTO JHSA. Cama 1mo ceOe KOpOTKas JAJIMHA CBETOBOTO JIHS
MoOTJIa BBI3BaTh TOJIBKO cTapeHue xBou L. principis-rupprechtii, uto cBuaeTenscTByeT

O TOM, 4YTO YYBCTBHUTCIIbBHOCTD K (1)OTOHCpI/IOI[y Pa3iandacTCA Yy pa3HbIX BUIOB.

1.3.1 HupxagHblii puT™M

VY pacreHud IMpKaJHBII PUTM TECHO CBA3aH CO CTapE€HUEM JIMCTHEB.
Hampumep, nepuos nupkagHoro putMa kopoude (~ 22,6 4) y cTapbIX JHUCThEB, YEM Y
MOJIOJIBIX JIHCTBEB (~ 24 4) y omHoro um Toro e pacteHus Arabidopsis [78]. I'en
TOCL1 sBnsieTcs BaXKHBIM KOMIIOHEHTOM IIUPKAIHBIX PUTMOB, KOTOPbIE HHTETPUPYIOT
Bo3pactHble curHaibl [78]. PRR9Y ¢yHKIIMOHUpYET Kak TO3UTHUBHBIA DPETYISITOP
CTapeHMsI JINCThEB TOCPEJICTBOM TMOAABJICHUS TpaHCKpumniuu miR164 u,
cienoBatenbHo, yBenuuenus odkcrnpeccun ORED  [79]. CCAl, ueHTpanbHbIHA
KOMITOHEHT LHPKAJHBIX YacOB, NMPOTHUBOAECUCTBYET CTAPEHUIO JHUCTHEB, HAMPSAMYIO
aktuBupys GLK2 u momaBnsisi skcrpeccuto ORE1 [8], mpemnonaras, uto ORE]
MOXET OBITh UEHTPAIbHBIM KOHBEPI€HTHBIM Y3JIOM, KOTOPBIM OmOCpeayeT

pEryIMpyeMo€e HUPKATHBIM PUTMOM CTAPEHUE JTIUCTHEB.

1.3.2 Cser

CBeT HEOOXOAUM JJIi pPOCTAa PACTCHHA W WrpaeT peHarollyid pojib B
PETYJIMPOBAHUM CTapCHUS JUCTHEB. V3MEHEHUS MHTEHCHMBHOCTH CBETa, KadyeCcTBa
CBETa U COOTHOIICHHUS KPACHOTO W JAJIIBHETO KPAaCHOI'O CBETA BIHUSIOT Ha CTapCHHE
muctbeB [80]. KpacHbIil cBeT OTpHUIIATEIIBHO BIUSAET HA CTApPEHUE JIUCTHEB, TOTIA KaK

JabHUM KPAaCHBIA CBET HUIPaeT MOJ0XHTeNbHYIO poib [74]. PIF4 u PIF5 umeror
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pelaroniee 3HaYeHUe Ui WHIYIHPOBaHHOTO TeMHOTOH crtapenus [81]. ELF3 wu
PhyB 3amepxuBatoT crapeHue IUCTHEB, MOAABISS TPAHCKPUIILIUIO M HAKOIUJICHHE
oenxa PIF4/PIF5 [81]. FHY3 HampsiMyio CBSI3bIBacTCS C IPOMOTOPHOH 00JIACTHIO
WRKY28, momaBnsis €ro SKCIPECCHIO, YTO 3aMeiAeT OWOCHHTE3 CaUIHIIOBOM

KHCJIOTHI M CBETOOIIOCPEIOBAHHOE CTapEeHHUE JIUCThEB [57].

1.3.3 CouieBoii cTpecc

ConeBoil  cTpecc  ABISIETCS  OCHOBHOW  NPUYMHOWN, BIMSIONIEH  Ha
MPOJYKTUBHOCTh pAcTEHUM U reorpaduyeckoe paclpoCTpaHEHHUE B CEIbCKOM
xo3siicTBe [82]. Bhicokas 3acOIGHHOCTh CEPHhE3HO BIUSET HA POCT U Pa3BUTHE
pacTeHuid, B TOM YHCJIE Ha YCKOPEHHE CTapeHus JIMCTheB. lIpu Bo3aencTBUM
COJIEBOTO CTpecca KJIETKH pacTeHuil upesMepHo HakaruuBaror ADK [83]. Beuto
MOKa3aHO, YTO TpaHCKpumuoHHbIe (akTopsl cemeiictBa NAC ydacTByloT B
peryJsiiud CTapeHHsl JUCThEB, BbI3BaHHBIM cosieBbiM cTpeccoMm. ['en ONAC106,
YyBCTBUTEJBbHBIN K COJIEBOMY CTPECCY, OTPULIATEIBHO PETYIUPYET CTAPEHUE JIUCTHEB
puca. Myrtantel onacl06-1D  aeMOHCTPUPYIOT 3aMEIJIEHHOE CTAPEHHE U
NOBBIIICHHYI0 YCTOWYMBOCTH K cojJeBoMy crpeccy [84]. Caepxakcmpeccus
MHIYLIMPOBAHHOTO CcOJbio Oenka salT Taxke 3aepKUBaeT CTapEHUE JIMCThEB Y pUca
[85], uTO MOeT OBbITH peryisiuei oOpaTHON CBSI3W Ui MOJABJICHUS CTapeHUs

JIMCTBCB, BBI3BAHHOI'O COJICBBIM CTPCCCOM.

1.3.4 3acyxa

Abcmu3oBas kucnota (ABK) sBisieTcss oCHOBHBIM (DUTOTOPMOHOM, KOTOPBIH
OIMOCPEyeT BBI3BAHHOE 3aCyXO# cTapeHue JUCTheB [86]. AKTHBUpPYS CUTHAJIbHBIN
kackag PP2Cs-SnRK2s-RAV1/ABF2-OREl, peuentop ABK PYL9 cnocobctByer
YCTOMYMBOCTU K 3aCyXe€ 3a CUeT OrpaHMYCHUS MOTEPU BOJBI C TpaHCIHUpAIUEH U
3allyCKa peakIuii, MOJOOHBIX TOKOK, TaKMX KaK CTapeHHE CTapbIX JIHCTHEB WU
MHTHOMpPOBAaHHWE pOCTAa MOJIOABIX TKaHEW B YCIOBUSAX CHIIbHOW 3acyxu [87].
CesizanHbIil ¢ MeMOpaHoil TpaHckpunimoHHbd daktop ONACO054 HeoOXoaum ist
uHaynupoBaHHOTO ABK cTapeHus IMCThEB U PETYIHPYETCS Ha TPAHCKPUIIITUOHHOM,

MOCTTPAHCKPHUITIIMOHHOM M IMOCTTPAHCIAINOHHOM ypoBHsX [88,89]. B ycmoBusx
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3acyxu OalaHC MeXIy pPOCTOM W BBDKMBAHHEM JIOJDKEH OBITh  XOPOIIO

CKOOPJAMHUPOBAH IS JIydIiel nmpucrocobdieHHocty pactenuit [90].

1.3.5 TlaTorensnl

B mpuponme pacreHus 4acTto MOpaXkaroTCs Pa3IMYHBIMA IATOI€HAMH, YTO
NPUBOJUT K CTApEHUI0 M Jaxke Tulenu pacTeHui. JlecsaTKU TpaHCKPUIIIMOHHBIX
daxTopoB cemeiictBa WRKY y4acTBYIOT B peryisiiuu Kak CTapeHHs JIUCThEB, TaK U
3aIMTHON peakuuu OoT naToreHoB yepe3 myTd ROS u SA, KoTopble UTparoOT BaXKHYIO
pOJib B CTapEHUU JIMCTHEB W 3ALIUTHBIX PEAKLMAX, UHIAYLIUPOBAHHBIX NATOTCHAMU
[91]. WRKYS55 perymupyer nakoruieHne ADPK u CK, Moaynaupys TpaHCKPHIIIIHIO
refoB, cBs3aHHBIX C¢ OwmocmHTe3oM ADPK m CK, Tem caMbIM IIOJOKHTEIBHO
peryaupysi cTapeHue JHCTheB W 3ammry ot P. syringae [91]. MuayrupoBanHOE
IIATOT€HAMH CTAPEHHE JINCTHEB TAKXKE BKIIOYACT CUTHAIBI caxapa. l3meHeHHas
YYBCTBUTEJIBHOCTh K caxapaMm W/WiM TOBbIIIeHHas 3()(PEKTUBHOCTh Iepeaadu
CUTHAJIOB CaxapoB Yy MYTaHTOB hysl/cprS cmocoOCTByeT HHHIIMAIIMU CTapeHUs

JIMCTHEB M OTBETHBIX PeaKIni 3aIIuThl oT atoreHoB y Arabidopsis [92].

1.4 MexaHu3Mmbl, cienudpuueckue 1JIs CE30HHOTO CTAPEHNS JTHCThEB
CrapeHne W OTMHpaHHWE JHCTHEB M XBOM MOXKET OBITh BO3PACTHBIM,
BBI3BAHHBIM CTPECCOM (TaKUM KakK 3acyxa, H30BITOYHOE OCBECIICHHE), a TaKkKe
CC30HHBIM, KOTOPOE SIBJIICTCS TCHETHUYECKU MPOTPaMMHUPYEMBIM M XapaKTepPU3yeTCs
CJIEAYIOIIMMU OCOOCHHOCTSIMU:
® CHHTE3 aHTOIIMAHOB;
® paszpylleHre XJIOPOILIACTOB;
e noTeps xjopoduiia;
® CHIKCHHE MHTCHCHBHOCTH (oTocuHTe3a (puc. 7) [93].
Craperomye JUCThS MHOTHX pPAcTCHUH KpacHEIT Iepe] TEpPexXoJoM B
COCTOSIHUE TIOKOSI B XOJIOJIHOE WJIM 3aCyILIMBOE BPEMS rojia B 30HaX XOJIOIHOTO HIIN
CyOTpONMMYECKOT0 KJIMMaTa, 4TO SBIISICTCS Pe3yJbTaTOM CHHTE3a B HUX aHTOIIMAHOB

[93]. CunTe3y aHTOIMAHOB B OCCHHHMX JHCTBIX YacTO MPEAMISCCTBYET pacaj
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xjopoduisia, UHTEHCUBHOCTh  OKPAaCKH  CTAapeIOUIMX  KpPAacHBIX  JINCTHEB
YBEIUYHUBACTCS TIPU SIPKOM CBETE, POXJIaJHBIX TEMIIEpaTypax U Jerkol 3acyxe [94].
OTU yclnoBUS BIMSIIOT HAa CIOCOOHOCTh K (POTOCHHTE3y TakuM oOpa3oM, 4YTO
YBEJIIMYUBAIOTCA TOTPEOHOCTH B 3aIIUTHOM PACCESTHUM H30BITOUHOM CBETOBOMU
sneprun [95]. [Ipenmonaraercs, 4To HaKOIUICHHE aHTOIIMAHOB B OCEHHUX JIUCTBSIX
CHOCOOCTBYET 3alllUTE XJIOPOIUIACTOB JIMCTHEB OT M30BITKA COJHEYHOI'O CBETA BO
Bpemst crapeHus [96]. Takxke ecTh Trumoresa, 4YTO HAKOIUICHHE aHTOIMAHOB
IPEJICTaBIsIET COOOM MPOLECC HAKOIUIEHUS TOKCHMHOB B JIUCTBSX, KOTOPHIE BCKOPE

ucue3nyt [97].

Classic way Change of season

= synthesis of anthocyanins
= chloroplast degeneration y y

= destruction of chloroplasts

= decay of the nucleus and P
mitochondria = loss of chlorophyll

* oxidative stress = decrease in the intensity of
photosynthesis

SENESCENCE OF PLANTS

« increased expression of = high membrane permeability

plasmodesma protein PDLP5
= loss of cyclose

= increased amplification of

salicylic acid = condensation of cytoplasm
= change in hormone levels = cell death
Change in cellular communication Age-related movement

Pucynok 7 — OCHOBHBIC TTyTH cTapeHus pacteruii [93]

Pacmiennenne xmopoduiuia He TMPUBOAUT K BBICBOOOXKICHHUIO MUTATEIBHBIX
BCIIIECTB, KOTOPBHIC  TOTJIOMIAOTCS  JUCTOM; BMECTO  3TOTO  XJIOPOGDUILT
KaTaboJMM3UpyeTCs, a TMPOJAYKTHI Jerpajallid HaKalUIMBAIOTCS B BaKyoJd C

UCIIOIb30BAHUEM IYTH JCTOKCUKAIMK, 001Iero ¢ kcenobnorukamu [95,98,99]. Do
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ocoboe oOpamieHue OTpakaeT BBICOKYIO (DOTOTOKCHYHOCTH  HECBSI3aHHOTO

XJIOpo(UIUIa U €ro MPOW3BOIHBIX, KOTOPBIC JIETKO MPOU3BOISAT BHICOKOPEAKTUBHBIN

CHHIJICTHBIN KHUCJIOPOJ B MPUCYTCTBHH cBeTa U kuciopoaa [95]. [Tockonbky oceHHEe

CTapeHue IpeJoiaracT ObBICTpOe BHICBOOOKICHHE BCero 3amaca xjopodmmuia [99],

OH TIPEJICTABJISCT 3HAUYNTEIBHYIO BO3MOKHOCTD JIJISi OKHCIIUTEIHHOTO TIOBPEXKICHUS,

KOTOPO€ MOXKET CHH3UTHh d(PPEKTUBHOCTh HM3BJICUCHHUS IMUTATCIBHBIX BEIIECTB W3

CTaperolNX JIMCThEB. JIeMCTBYsT Kak ONTUYECKHW OKpaH, YMEHbIIAIOIINAN

CBETOIOTJIONIEHUE  CTAPEIONIMX  XJIOPOIUTACTOB, AHTOIMAHBI  00ECIIEYMBAIOT

JIOTIOJTHUTEIHHYIO CTENICHb (POTO3AIUTHI BO BpeMs JEMOHTaKa ()OTOCHHTETHYECKOTO

armapata [100].

PacTtenuss o00namar0T psAIOM MEXaHWU3MOB, I[TO3BOJISIIOIINX CIPABHTHCS C
U30BITOYHBIM YPOBHEM OCBCIICHHOCTH, M BO3MOJKHO, YTO BHIbI, KOTOpPBIC HE
IIPOM3BOISAT aHTOIIMAHBI BO BPEMsI OCEHHETO CTapeHUs, B OOJIbIICH CTEIICHN 3aBUCST
OT aJIbTCPHATUBHBIX MEXaHM3MOB (HAIpUMeEp, HAKOIUICHHE KapOTHHOMIOB)
[101,102].

B uccnenoBanuu [96] ObUH BBISIBIICHBI T€HBI—KaHUIAThI, aCCOIMMPOBAHHBIC C
«30JIOTBIMUY JIUCTHSMU Y HOBOTO copta Populus deltoides:

e TrecHBI, ydacTBywme B jaerpaganuu xnopodwmria: PAO (pheophorbide a
oxygenase), RCCR (red chlorophyll catabolite reductase);

e reHbl, ydacTBywmue B Mertabommsme anrommanoB. UFGT (UDP-glucose:
anthocyanidin  3-O-glucosyltransferase), 3RT (anthocyanidin 3-glucoside),
UGT75C1 (cyanidin 3-O-rutinoside 5-O-glucosyltransferase).

OObmast cxema perysiuu 00pa3oBaHUsl «30JI0TOTO» I[BETA JHCTHEB Y HOBOTO

copta Populus deltoides npencrasnena Ha puc. 8.
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Pucynok 8 — Cxema perymsiiuu o0pa3oBaHus «30J0TOr0» IIBETA JIUCTHEB Y HOBOT'O

copta Populus deltoides [96]

XKenteiii IBET KapOTUHOWAOB M KPAaCHBIN IIBET aHTOIIMAHOB HAKJIAJBIBAIOTCS
ApYyT Ha Apyra B COYETAHWU C YMEHBIICHUEM COJEpKaHUS XJIOpO(DUILIa, YTO JenaeT
JHCTBS «30J0THIMUY». OTMEYAETCs, UTO MOKEITEHUE JINCTHEB Y HOBOTO COPTA TOTOJS
(myranTHas (opma Populus sp. Linn. «2025») He Biauser Ha mpoIlecc CTapeHHS
JHMCTHEB, TaK Kak HaOJIOMaJIoCh TIOJABICHHE OJKCIPECCHH MAapKEePHBIX T'€HOB,

acCOIMMPOBAHHBIX CO cTapeHueM [96].

1.5 Metoabl HaeHTU(PHKAIUHA OPTOJIOTOB
CpaBHHTENIBHOE U3YYEHHE T'€HOMOB HAUMHAETCS C BBISIBJICHUS TOMOJIOTHYHBIX
TeHOB OOILIEro MpOMCXOXIeHUs: — oprosioroB. HeoOxoaumo pasnuyarh J1Ba Kiacca

TOMOJIOTHYHBIX T€HOB: opToJioru u napaioru (puc. 9) [103].
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Pucynox 9 — [Ipumep sBoIONNY T'eHA C ABYMSI COOBITUSIMU BU000pazoBanus (S1 u
S2) u ogHUM coOBITHEM NyOIMpoBaHus (3Be371a) (), COOTBETCTBYIOLTUH

opronorndeckuii rpad (b) [103]

[TockonbKy OpPTOJIOTH UMEIOT OOIIee MPOUCXOKIECHUE OT OOIIEro MPeaKoBOTrO
reHa, TO OOJbIIas BEPOSTHOCTb, YTO OHU COXPAHSIOT TaKXKe aHAIOTHYHYIO
ounonornueckyio Gpynkuuro. Hampotus, mapanoru 4acto pa3iuvaroTcs M0 (PyHKIHIM,
MIOCKOJIbKY OHU SIBJISIFOTCSI PE3YJIHTATOM TyOIUIIMPOBAHUS TEHOB MOCIE PACX 0K ICHHUS
BHJIOB OT OOIIIETO Mpeaka, U uX (PyHKIUS MOKET ITUBEPTrHPOBATH, MO KpaitHEH mepe
JaCTUYHO, B Xoe dBomoruu [103].

JIist uneHTHHUKAIIMKA OPTOJIOTOB IPUMEHSIFOT Cienyronue moaxo sl [104]:

1. MeTonbl, OCHOBAHHBIE Ha aHajn3e (PUIOTCHETUYECKUX JEPEBbEB (IIPOrpaMMHOE
obecneuenune: PhylomeDB);
2. METOJIbl, OCHOBaHHbBIC Ha rpadax (mporpammuoe obecneuenue: OMA, OrthoDB,
OrthoFinder, OrthoMCL, InParanoid/HieranoiDB, OrthoVenn).
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[lepBbIii  moAXOA  peasiM30BaH HAa  MHOXKECTBEHHOM  BBIPABHHBAHUU
TOMOJIOTHYHBIX  IOCIEAOBAaTEIBHOCTEW €  IOCIHEAYIOLEH  PEKOHCTPYKIUEN
¢dunorenernyeckoro aepena. [Ipu ananuze GonbmuX OOBEMOB JAHHBIX 3TO METO]
OoJiee AUTENbHBIN. BTOpO# moaxoa mpeamnosiaraet, YTo TeH OJHOTO BHUJIA JOJIKEH
ObITH OOJIee CXOX C €ro OpTOJIOrOM, YeM C JHOOOM JPYrUM I€HOM BTOPOro BUJA U
HaoOopoT. [lepBbIil 3Tan mojaxona — MOMApHOE CpPaBHEHHUE IOCIEI0BATEILHOCTEH
«BCE MPOTHUB Bcex». [IpeumyIecTBO METO0B Ha OCHOBE Tpad)oB — 3TO OBICTpPOTA
aHaJln3a ¥ BO3MOKHOCTh aHAJIU3UPOBATh 00JIbIHe 00bEMBI JaHHBIX [104].

Paccmotpum Gostee moapooHO nporpammy OrthoFinder, kotopast ocHoBaHa Ha
meTojie rpadoB. OpTomOTHYECKUil aHaIN3 JAaHHBIX COCTOUT W3 CIEAYIOIIUX STaroB
(puc. 10):

1. BelsiBIIeHHE OPTOTPYMII:

e mpu nomom BLAST wumu DIAMOND ocymectBisiercs monapHoe
BbIpaBHUBAaHUE OEJIKOBBIX MOCJIEI0BATEILHOCTEN «BCE MPOTUB BCEX», J1aliee
KiIactepusanus B opTtorpynnsl ¢ momompio MCL  (Markov  Cluster
algorithm);

2. BwiBoI reHHoro nepesa:
® Ha OCHOBE MAaTpPHIIBl PACCTOSHUMN, MOTYYCHHON U3 PE3yJbTaTOB MOMAPHOTO
BbipaBHuBaHus (DendroBLAST);
® Ha OCHOBE MHO>KECTBEHHOTO BhIpaBHUBaHUsI OenkoBbIX (MSA-moaxon);
BriBo Bu0oBOTO epeBa ¢ momotbio STAG;
YkopeHeHune TeHHbIX IepeBbeB ¢ moMonisio STRIDE;

BrIBOJT OPTOJIOTOB M3 T€HHBIX JIepeBheB ¢ moMoibio DLCpar;

o o bk~ w

BriBoj o6mieit cratuctrku [105].
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Pucynox 10 — BrisiBnenne oprosnoros ¢ momoiisio OrthoFinder [105]

KommbrorepHast mnporpamma BUSCO [106] Ttakke HampaBieHO Ha
UIACHTU(DUKALIMIO TPEANOIOKUTEIbHO OPTOJIOTMYHBIX TE€HOB C HCIOJIb30BaHUEM
3apaHee ompeneraeHHoro Habopa npoduiel BhIpaBHUBAHUS MOCIEIOBATEIbHOCTEN
CKphITOM MapkoBckoil Moaenun (pHMM), mnoiaydeHHbIX U3  OJHOKOMUIHBIX
OPTOJIOTMYHBIX 0eNKOB 13 0a3bl naHHbIX OrthoDB [107].

B uccnenoBanuu [108] oTmeuaroT, 4To TiI0OaNbHBI aHAN3 (aHATH3UPYETCS
Bech mporeom), mnpoBoauMbiii OrthoFinder, TpeOyeT OOJBIIMX BBIYMCIUTEIBHBIX
PECYPCOB M MOJKET BBIXOAUTH 32 PAMKH HCCIEIOBATEIBLCKOTO IMPOEKTa (HampuMmep,
UCCJIeIOBaHUsI OBUTM COCPEJOTOYCHBI HAa HECKOJbKMX TeHax). TOYHO Tak 3Ke
IporpaMMbl, OCHOBaHHbIE Ha 0a3ax maHHBIX, Takue kak BUSCO, orpaHuueHbI
coAaepKalMMUCa B HeM  oprojoramu. lloatomy ans  aBTOMaTtudeckou
UJCHTUGUKAIIMM W TIOMCKA TPENIojaraéMblXx TOMOJIOTOB U OpPTOJOroB B 0azax
JIAHHBIX TOCJEAOBATEILHOCTEH C UCIOJIb30BaHUEM 3aJlaHHBIX IMOJb30BaTEIEM
nocienoBarenbHocted  3anmpocoB  PHMM  Obuio  paspaboTaHo  mporpammHOe
obecneuenne Orthofisher [108]. B kauecTBe BXODHBIX MaHHBIX HEOOXOIUMO JBa
daitna: daitn ¢ pHMM (Poisson Hidden Markov Model) u daiin ¢ nadopmanmeii o
PaCoJIOKEHUH TMPOTEOMOB, KOTOpbIE OyAyT HCIOJIB30BaThCS B KayecTBE Oa3bl
JIAHHBIX TIOMCKA MOce0BaTebHOCTEN. CXxeMa BBISABICHUSI OPTOJIOTOB CJICIYIOIIAS:

e Orthofisher mpocmarpuBaer kaxabiii ¢daitn FASTA u wucnonb3yer Kaxiblid
pHMM s moumcka MOXOXKHMX IoclieaoBaTebHocTel ¢ momonipio HMMER3

[109] ¢ moporom oxkumaemoro 3xHauenus 0,001;
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® TIOJyYEHHBIM peE3yJIbTaT aHAIM3HpyeTcs ¢ Tmomompio biopython [110] m
OTIPEICIISACT JIyUIINe Pe3yJIbTaThl. JIydIne XUThl ONMPEaesSIOTCS B COOTBETCTBUHU
C KpWTEpHsMH, HCHoib3yeMbiMu B kouBeriepe BUSCO [106], B koTopom
COXPaHSIOTCS BCE MOCIEAOBATEIILHOCTH C OIEHKOW, MPEBBIIIAIONICH WM PaBHON

85% ot oreHkH Hamy4irero cosnaacaus [108].
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2 MATEPHUAJIBI U METOJbI

I'enombl U ux AHHOTalluM JJIA 4 BHUIOB ObUIM CKayaHbl W3 OTKpLITOﬁ 0a3sl

Tadonuia 2 — OOBEKTHI UCCIIETOBAHUS

nauaeix NCBI GenBank (https://www.ncbi.nlm.nih.gov) u npeacrasnens! B Ta01. 2.

OTHolleHue K

Otaea Bug NCBI GenBank
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Juctpeniuua CHORPCKA |y e GCA_004151065.1
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Iy0 nomactHOM
[TokpbITOCceMeHHBIE (Quercus lobata) Jucronaygoe GCA_001633185.5
(Angiosperms) JLy6 npodosniii Beunosendnoe | GCA_002906115.1

(Quercus suber)

Cxema IMPUMCHACMBIX MCTOJOB IIPCACTABJICHA HA PUC.

reHombil (fasta) + ux anHoTaumm (gff)
McTouHMK: reHomHasa 6asa NCBI

Bedtools
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NpoTeombl ToMONOrMYHbIE FPYNMbl
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| niovedey
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lexHoe fepeso

AHHOTaLMA Benkosbix Nocnegosa-
TensHocTen

5

Pucynok 11 — Meroasl 06pabOTKH 1 aHAJIM3a TCHOMHBIX JaHHBIX

2.1 IloaroroBxka reHOMHBIX JaHHBIX

C nomomresro Cufflinks Bepcuun 2.2.1 U3 reHOMOB HCCIICIyeMbIX OPTaHU3MOB

nporpammbel EMBOSS Bepcun 6.6.0.

H3BJICKAJINCh KOAUPYHOHNIMEC HYKIICOTUIHBIC ITOCICAOBATCIIBHOCTU TI'CHOB, 34TCM

MOJYYCHHEBIC IIOCICAOBATCIIbBHU TPAHCIUPOBAINCE B AMHWHOKHCIOTBI C IIOMOIIBIO


https://www.ncbi.nlm.nih.gov/

2.2 Tlouck opToJIOTOB
Obnapy>xeHue OENKOBBIX MOCIEAOBATEIBHOCTEH, KOTOPHIE XapaKTEPHbI s
JUCTONAHBIX ApeBecHbIX BUI0B (Larix sibirica u Quercus lobata), ObL1O BBIIOIHEHO
C momompio TporpaMMmHoro obecredenus OrthoFinder v2.5.4. [lns anammza
OCJIKOBBIX JTAHHBIX MCIOJb30BAIMCH CTaHIAPTHBIC ITapaMETPHI.
® [IOMCK T'OMOJIOTHYHEBIX IocieaoBareapHocter ¢ momolnsio DIAMOND:
e mafft — ;I MHOXXECTBEHHOTO BBIPAaBHUBAHUS TI0CIICIOBATEIIBHOCTEH;
o fasttree — mia BhIBOJA (PHITOTEHETHYECKOTO JIEpEBa C MCIOJIH30BAHUEM ITOJIX0JIA
MaKCHMAaJIbHOTO TIPaBomno100us ¢ Mojaesto JTT;
® MYJIBTUTCHHOE (PUIOr€HETHYECKOE JCPEBO OBLIO MOCTPOCHO C HCIIOJIb30BAaHHUEM
nporpammbl STAG (Species Tree inference from All Genes) — anropurma mis

BbIBOJAAa BUAOBOI'O ACPCBA U3 Ha60pOB MHOTOKOIIMMHBIX T€HHBIX JACPCBLCB.

2.3 AHHOTAUMs OPTOJIOTOB

[locne knactepu3auuu OEIKOBBIX JAHHBIX, OCJNKM W3 OPTOrPyMHI, KOTOpbIE
ObLTM  OOHApYKEHBI TOJIBKO Yy  JIUCTOMAJHBIX JPEBECHBIX BHUJOB, ObUIH
pOoaHATM3UPOBAHBI ¢ TToMoIIbio TporpaMMbl BLAST Bepcun 2.13.0 B 6a3ze UniProt.
Bce rensl B oprorpymme mpeAnoaoKUTENIbHO MPOU3OIUIA OT OJHOTO MPEIKOBOTO
reda. [lanee ocymecTBisiiack (GUIBTpAIMs JaHHBIX 1O OHOJOTUYECKOW (YHKIIUU
(crapeHHre TUCTHEB, OTBET Ha OJTWJICH, AOCIIM30BYIO KHCIOTY, XOJIOA, 3acyXy U
CBETOBBIE CTHUMYJIbI) IO pe3yibTaTaM aHHOTAIlMU, TMOJIYYEHHON C TIOMOIIIBIO
EggNOG-mapper v. 2.1.6 [111]. JonoJHUTEIbHBIN KPUTEPUI )15 BBISIBJICHUS TEHOB-
KaHJIUIAaTOB, ACCOIIMUPOBAHHBIX C CE30HHBIM CTApEHUEM JIMCThEB — ITO BO3pACTaHHE
JKCHpeccuy uHTepecyronmx reHoB Arabidopsis thaliana B mucTesx ¢ yBeanueHHEM

ux Bo3pacra. JlaHHbBIC SKCIIPECCUH TeHOB OBUIM TIOJYYeHbI U3 uccienoBanus [112].
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3 PE3VJIbBTATHI U UX OBCYXJIEHUSA

B cBs13u ¢ aBTOpCKMMU ITpaBaMu ObUTH U3BATHI 32—36 CTpaHUILIBL.
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3AKJIIOYEHUE

Ilens mocTurHyTa, OOHApYKEHBI TEHBI, CBSI3aHHBIE C TEHETHYECKOU
peryJIsIuel CEe30HHOTO CTapeHHsl JHUCThEB Y JIMCTBCHHMIBI cubupckoit (Larix
sibirica)  (rojoceMeHHBIE) H  CXOXHE € TEeHaMd Jy0a  JIONACTHOTO
(mokpeIToceMeHHbIe). [IyTéM CpaBHUTEIBHOTO aHajIM3a TCHOMOB BEYHO3CIIEHBIX H
JUCTONAJHBIX  JPEBECHBIX BHAOB OBUIO  BBIABICHO 7 TEHOB-KaHIWIATOB,
ACCOIIMMPOBAHHBIX C CE30HHBIM CTAPCHHUEM JINCTHEB:

e cold-responsive protein kinase 1 — reH, cBsi3aHHBINA ¢ OTBETOM Ha XOJIO/;

e CBL-interacting protein kinase 23 — reH, cBsI3aHHBIN C OTBETOM Ha 3aCyXY;

e WRKY transcription factor 26 u 1-aminocyclopropane-1-carboxylate synthase 6 —
TCHBI, CBSI3aHHBIE C OTBETOM Ha TOPMOH 3THJICH;

e DETOXIFICATION 40 — reH, ygacTBYIOIIHK B IIpoIieccax JETOKCHUKAIUH,

e serine/threonine-protein kinase TOR wu receptor-like protein 41— rensl, cBsi3aHHBIC
C OTBETOM Ha aOCITU30BYIO KHCIIOTY.

[lomy4yeHHble pe3ynbTaTbl MOTYT OBITh MOJE3HBI [Js Oojee MOoApOOHOro
U3YYCHUS MEXaHW3Ma MPOrpaMMHUPOBAHHUsS CE30HHOTO CTApPCHHS Y JIMCTBEHHHUIIBI H
JUTSL COCTaBJICHUSI TEHHOW PETYJISATOPHON CETH HEOOXOauMOM Myt Oojiee TOJHOTO
MOHUMAaHUSI (PU3MOJOTHYECKUX TPOIIECCOB, JEKAIIMX B OCHOBE 3TOr0 Mpollecca U

(YyHKUIHMOHAIBHOM POJIM T€HOB, €70 KOHTPOJIUPYIOUTUX .
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