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AHHoTauuA. PacteHua Tomata (Solanum lycopersicum L.) 4yBCTBUTENbHbI K BO3AEMCTBUIO XOJIOLOBOrO CTPECCa,
aflanTaLMOHHbBIV OTBET HA KOTOPbIA CBA3AH C KNETOYHOWN OCMOpPerynaumnen 1 CHUXeHNeM CKopocT GoTocrHTEe3a 3a
cyeT HapylleHus paboTbl aHTeHH ¢oTocucTem | u ll, BKntovatowmx 6enkn cemeincrtaa Light-Harvesting Complex (LHC),
cBA3blBatoLyme xnopodunnbl a/b n KapotuHounabl. B HacToAwel paboTe BnepBsble NpoBefeH TPaHCKPUNTOMHbIA aHanm3
anddepeHumanbHoM sKcnpeccun reHoB cemenctea SILHC, reHOB 61OCUMHTE3a KapOTMHOUAOB 1 abCLM30BOI KACNOTbI
(ABK), a Takxxe reHoB ORANGE wn STAY-GREEN, cBsi3aHHbIX C CMHTE30M W Aerpagauunen xnopodunnos, B AVHaAMUKE
aByx uymknos (I n 1) «<xonoposow ctpecc (12 4) — BocctaHoBneHre (60 u)». [inA aHanu3a ncnonb3oBaH COPT ToMaTa
OTpagHbIi. Moka3aHo, yTo 3a 12 4 [0 3aBepLUeHNA Neproa BOCCTaHOBNEHMA BToporo uukna (11-48) B nucTbaAx pacteHns
3HAUNTENbHO YMEHbLUAETCA KOMMYEeCTBO XnopodunnoB a/b n KapoTnHoupoB. BbiABneHo, yto 12 4 XOnopoBoro
Bo3fencTBma B oboux umknax (I-12, 11-12) nogaBnaoT skcnpeccuto 6onbWMHCTBa reHoB cemenctea LHC. B Tex xe
TOUKax 06HaPYKEHO 3HaUMMOe NOBbILLEHWNE YPOBHA TpaHCKpunToB reHoB NSY, CCD-like, LeNCEDT n NCED6, cBA3aHHbIX
¢ cuHTe3om ABK. OnpepeneHbl reHbl, Npodunb SKCNPeCcMn KOTOPbIX Pa3inyaeTca Mexay NepPBMYHbIM 1 MOBTOPHbLIM
LMKIaM/ XOSI0A0BOro BO3AeNcTBuA. Ha OCHOBaHWM 3TWX AaHHbIX COCTaBNEH CMMCOK FeHOB-KaHANAATOB B MapKepbl
NamATY PacTeHNI O XONIO[0BOM CTpecce: fiecATb reHoB cemercta SILHC (Cab-1A, Cab-1D, CAB12, CAB5-LOC101257186,
SEP2, OHP2-LOC101259223, OHP1 wn LIL3-2-LOC101247899) 1 nATb reHoB, acCOLMMPOBaHHbIX C cuHTe3oM ABK (VDE,
CCD4, CCD-like, LeNCED1 n NCED6). MonyuyeHHble pe3ynbTaTbl BaKHbl ANA onpefeneHna N OCMbICIIEHNA YYacTUA reHoB,
CBA3aHHbIX C GOTOCUHTE30M, B OTBETE Ha XOSIOAOBOW CTPECC M ONpefeneHnn XonoAoCTONKOCTM pacTeHUA TomaTa, U
MOTYT ObITb MCMOJIb30BaHbI B CENEKLMM XONOLOCTONKNX COPTOB.

KnioueBbie cnoa: Solanum lycopersicum L.; xonogosow cTpecc; cemeinctso 6enkos LHC; xnopodunn a/b-cesasbiBatowyne
6enku; buocnHTE3 KapoTuHongos; ABK; akcnpeccusa reHoB
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OuHaHcpoBaHue. PaboTa BbinonHeHa npu nogaepxke PHO (rpaHT N2 24-16-00043, TpaHCKPUNTOMHbIA aHanus) u
MuHucTepcTBa HayKm 1 Bbicliero obpasoBaHua PO (MonyyeHne 1 NOAroToBKa PacTeHNN, OMOXMMUYECKNIA aHaNu3).
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Abstract. Tomato (Solanum lycopersicum L.) is sensitive to cold stress. The plant’s adaptive response to low temperatures
is accompanied by cellular osmoregulation and a decrease in the rate of photosynthesis due to disruption of the
antennae of photosystems | and I, including proteins of the light-harvesting complex (LHC) family that bind
chlorophylls a/b and carotenoids. In this study, a transcriptome analysis of differential expression of SILHC family genes,
carotenoid and abscisic acid (ABA) biosynthesis genes, as well as ORANGE and STAY-GREEN genes associated with
chlorophyll accumulation and degradation, was performed for the first time during two cycles (I and II) of “cold stress
(12 h) - recovery (60 h)”". The tomato cultivar Otradnyi was used for the analysis. 12 h before the end of the recovery
period of the second cycle (1I-48), the content of chlorophylls a/b and carotenoids in plant leaves was shown to be
significantly decreased. It was revealed that 12 h of cold exposure in both cycles (I-12, 1I-12) suppressed the expression
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of most LHC family genes. At the same time points, a significant increase in the transcript levels of the NSY, CCD-like,
LeNCED1 and NCED6 genes associated with ABA synthesis was detected. Genes, expression profile of which differed
between the primary and repeated cycles of cold exposure, were identified. Based on these data, a list of candidate
genes for cold stress memory markers in plants was compiled: 10 SILHC family genes (Cab-1A, Cab-1D, CAB12, CAB5-
LOC101257186, SEP2, OHP2-LOC101259223, OHP1 and LIL3-2-LOC101247899) and five genes associated with
ABA synthesis (VDE, CCD4, CCD-like, LeNCED1 and NCEDG6). The obtained results are important for identifying and
understanding the involvement of photosynthesis-related genes in the response to cold stress and determining cold
tolerance of tomato plants, and can be used in breeding cold-resistant varieties.
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BBepeHue

PasBuTHE pacTeHMI 3aBUCHUT OT OKPY’KAIOMINX (PaKTOPOB, IKC-
TpeMaJIbHBIC 3HAYCHNS KOTOPBIX OTPaHUYMBAIOT BEDKUBAHHE,
MIPOIXYKTUBHOCTH M Teorpauueckoe pacpoCTpaHeHHe pac-
tenuil. K unciy Takux pakTopoB OTHOCHTCS XOJIOIOBOE BO3-
JIEUCTBUE, KOTOPOE MOXKET MMPUHUMATL MeHee (OXJIaKIeHHUE)
u Oonee (3amep3anue) HeOnaronpusTabie popmbl (Kidokoro
et al., 2022). He nMest BO3MOXHOCTH MU30€KaTh CTpecca, pac-
TEHUSI BRIHY)KJICHHO aJall THPYIOTCSI K CTPECCOBBIM YCIIOBHSIM,
B TOM YHCIIe K HU3KUM Temneparypam (Browse, Xin, 2001),
YTO COTIPOBOKIACTCS (PU3UOTIOTUISCKUMH 1 MOJICKYIIIPHO-Te-
Hetmdeckumu u3menenusmu (Ding et al., 2024). [1epBuunbIit
CTpecc MOXET WHAYIIMPOBATh SITUTCHETHYSCKUE MOAN(UKa-
uu 1 6osee 3G GEKTUBHOM afanTaiuy K ero MOBTOPSHHIO,
¢dopmupys ctpeccoByto mamsth (Villagdbmez-Aranda et al.,
2022). I'eHsl, Mo-pa3sHOMY SKCIPECCUPYIONIHECS IPU TIEPBOM
1 TIOBTOPHOM CTpPECcCax, a TAKKe B BOCCTAHOBUTEIILHBIC TTe-
PHOIBI MEXKTY CTPECCOBBIMH COOBITUAMH, CHUTAIOTCS MapKe-
pamu ctpeccoBoi mamsitu (Friedrich et al., 2019; Baurle, Trin-
dade, 2020; Jacques et al., 2021; Aina et al., 2024).

OpHa W3 3HAYMMBIX TPYNII TEHOB OTBETa Ha XOJOIOBOI
CTpecc cBs3aHa ¢ (POTOCHHTE30M, CHIDKCHHE CKOPOCTH KOTO-
POTO CTUMYIHPYET KJIETOYHYIO OcMoperymsnuio (Yamori et
al., 2014). IlocneqHee KOCTHTAETCS 3aKPHITHEM YCTHHIT IO
nerictBuem adbcrm3oBoit kucinoTsl (ABK) (Sreenivasulu et al.,
2012; Agurla et al., 2018), cuaTe3upyeMoil myTeM OKHCIIHU-
TEITHHOTO PACHICTIICHUS KapoTHHOWAA 9'-yuc-HeoKCaHTHHA
(Nakashima, Yamaguchi-Shinozaki, 2013; Chen et al., 2020;
Xu et al., 2023).

3ameqenue GOTOCHHTE3a O] IEHCTBUEM XOJIOJAOBOTO
cTpecca XapaKTepU3yeTcsi HapyIICHHEM 3axBaTa CBETOBOM
SHEPTUH CBETOCOOMPAIOIINMH KOMITIEKCaMH (aHTeHHaMH ) (o-
tocucteM I u II 1 mepeHoca anekTpoHoB B THiakouaax (Ash-
raf, Harris, 2013). B cocTaB aHTeHH BXOIAT OSJIKH ceMEHCTRa
Light-Harvesting Complex (LHC), xoTopbie BCTpanBaroTCs
B TWJIAKOUTHYIO MEMOpaHy U HEKOBAJICHTHO CBSI3BIBAIOTCS C
XJOpohUIIaMU @ /WK b, I3MEHSISI KX ONTHYECKHE CBOHCTRA
(Klimmek et al., 2006). IToryuennsrii Habop pa3HBIX GOpM
XJIOPOGIILIOB 00ECTIeYBACT IEPEHOC YHEPTUH MTOTTIOIICHHBIX
KBaHTOB K peakIMOHHBIM IeHTpam (oTtocuctem (Li et al.,
2025). Taxxe 6enxkn LHC mpuHMMaioT ydacTue B Ierpana-
uH xopoduiios, B3anmoaeicTsys ¢ 6enxom STAY-GREEN
(SGR) u dpepmentamu karabonuzma xsopodumia (CCE)
(Pietrzykowska et al., 2014). B cemeticteo LHC BxoasT: X710-
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podui a/b-ca3eBatontue Oenku (chlorophyll a/b-binding
proteins, CAB wmmm Lhca/b); 6emox psbS dorocucremsr 11;
6enku, mogoOHbIe cBeTocoOuparomuM (Light-Harvesting-
like, LIL, BkiIOUarOT Tak)Ke CBETOMHIYIHPYyEeMBbIe OCIKH
(Light-Inducible proteins, ELIP), ogHOCTIMpansHbIe OCIKH
(One-Helix proteins, OHP), cTpecc-ycuneHHbIe Oemku (Stress-
Enhanced proteins, SEP)); ¢eppoxenarassr (FC umu FeCh)
(Jansson, 1999; Klimmek et al., 2006).

Momumo 6enxoB LHC 1 ximopoduiuios a/b, aHTCHHBIE KOM-
TUIEKCHI BKITIOYAIOT KApOTUHOUIBI ([3-KapOTHH, KCAHTO(PHIITBI
JIOTEMHOBOTO W BHOJIAKCAHTHHOBOTO IMKJIOB), KOTOPBIE y4a-
CTBYIOT B 3aXBaTe KBAaHTOB CBETA B CHEKTPAIBHBIX JNAIa30-
Hax, c1a00 MOMIOIAEMBIX XJI0pOo(HIIIaMu, ¢ TOCIeTyoneH
riepeadeii S3Heprun BO30y>KICHUS Ha MOJICKYJIbI XJIOPO(HIIIOB
(Lietal., 2025). Kpome Toro, KapOTHHOHIHI (TIPEUMYIIICCTBEH-
HO BHOJIAKCAHTHH, AaHTEPOKCAHTUH M 36aKCAHTHH ) 3aIIUIIAI0T
(hOTOCHHTETHUYECKHH arapar OT N3JNIIKOB SHEPTUH BO30Y K-
JICHUS! 1 TIPEJIOTBPAIIAIOT €r0 Pa3pyIIeHHE ¢ TIOMOIILIO HEeH-
TpaJIM3aK CHHIJIETHOTO KUCIIOPO/Ia ¥ TPUIIETHOTO XJI0PO-
¢mmna (Li et al., 2025).

Baxknast pontb B perysisiiiyl COIEpKaHUs XJIOPOPHIIIOB
KapOTHHOWIOB B 3€JICHBIX TKaHAX PACTEHHS MPHHAUICKHUT
6enxy ORANGE (OR). K mpumepy, ypoBeHB SKCTIPECCHH Te-
HOB SIOR n SIOR-like B cTebmsIX 1 TUCTBSX TOMara Solanum
lycopersicum L. TIONOXNTEIBHO CBSI3BIBAIOT C KOJIMYECCTBOM
XJIOPO(MIIIOB M KAPOTHHOW/IOB B KJIeTKax JicTheB (Gao et al.,
2025). OmHaxo cBepxdkcpeccus reHa OR y MOZICTBHOTO BHIA
Arabidopsis thaliana L. monaBnsieT OM0CHHTE3 XJITOPO(HUIIIOB
1 pasutue THirakonaHeIX MemOpan (Tee, 2019).

CewmetictBo reHoB LHC uneHTH(OUITIPOBAHO Y PAa3HBIX BU-
ZIOB pacTeHui, Bkimtodas A. thaliana (30, 32 wmn 34 rena),
tortons Populus spp. (36 wmu 39), xnomaatauk Gossypium
hirsutum L. (86), s6monto Malus X domestica Borkh. (27
i 42) (Klimmek et al., 2006; Zhao et al., 2020; Zhang et
al., 2021; Lan et al., 2022).

PacTeHns BakHOW OBOIIHOW KYNBTYpHI — ToMarta S. [yco-
persicum — O4€Hb YyBCTBHUTEJIBHBI K TEMIEpaTypam HHXKE
12 °C (Mesa et al., 2022), u B Poccuiickoit denepannu Ha
OOIbIICH TEPPUTOPUH BBIPAIINBAIOTCS IIPEUMYIIIECTBEHHO B
3aKpBITOM TPYHTE M3-32 PHCKA PE3KHUX IEPENaIoB TeMIepa-
TYp, BECEHHHX BO3BPATHBIX XOJIO/IOB MM 3aMOPO3KOB. B xoze
(hopMHpPOBaHUST CTPECCOYCTOMYMBOCTH CYIICCTBEHHBIM H3-
MEHEHUSIM TIOJIBEPTAIOTCS Pa3NuHbIe (POTOCHHTETHIECCKHE
rapamMeTpbl, B TOM YHCIIE 3KCHpecchsi (OTOCHHTETHIECKUX
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6emxoB (Neilson et al., 2011; Soualiou et al., 2023), moaTomy
n3ydenne reHoB LHC Tomara UMeeT MEePCIEKTHUBY JUISl HCTIOIb-
30BaHUS MTOTYYAEMbIX JTAHHBIX B CEJICKIINU HOBBIX COPTOB.

UYucno reHoB S. lycopersicum cemeiictBa LHC, Kak U B CITy-
Yae IpyruX BUJOB PACTCHUH, TOYHO HE ONPE/IETICHO U 3aBUCHT
oT koHKpeTHOTO HccaenoBanus — 40 (Lan et al., 2022) umm 39
(Meng et al., 2025). BorpmuacTBO LHC TEHOB COAEpKaT B
MIPOMOTOpaxX CTPECC-ACCOIMUPOBAHHBIC YUC-PETYISTOPHBIC
9JIEMEHTHI; aHHBIC TeHbI Au(depeHnnanbHO SKCIPECCH-
PYIOTCS B OTBET Ha 3acCyXy, XOJOIOBOH M COJEBOH CTPECCHI
1 MOTYT WUTpaTh BaXHYIO POJb BO MHOTHX OMOJOTHYECKUX
npoueccax. [lokaszaHo, YTO OHU PETyINPYIOTCS IUPKaTHBIMA
putmamu (Piechulla et al., 1998; Lan et al., 2022; Meng et al.,
2025). YpoBeHs TpaHCKpUITOB TeHOB S/LHC TIOBBIIIaeTCS IPH
aJanTanny pacTeHui k coneBomy crpeccy (Ikuyinminu et al.,
2023) ¥ TOJOKUTEITHHO CBSA3aH CO CKOPOCTHIO (POTOCHHTE3A
(Yan et al., 2023).

Llemnpio HacTOsIIEH PAOOTHI CTall TPAHCKPUIITOMHBIH aHAIN3
M3MEHEHHs dKcTipeccun reHoB LHC, TeHOB ITyTH OnocHHTEe3a
KapOTHHOMJIOB, & TaK)Ke T€HOB, CBS3aHHBIX C CHHTE30M B
XJIOpOTIIAcTaxX KapOTHHOM/IOB M XJIOPO(HIIIOB, 00pa30BaHH-
eM ABK u nerpananueit Xi1opoQILIoB, B TUCTHAX PACTCHIH
TOMara XOJO0M0CTOWKoro copra OTpanHBIif B OTBET HA IBA
IIMKJIA «XOJIOJIOBOH CTPECC — ITOCIECTPECCOBOE BOCCTAHOBIIE-
Huey. [lomydeHHbIe pe3yabTaThl BXKHBI IS ONIPE/ICIICHHS 1
OCMBICJICHHS YIACTHS T€HOB, CBSI3aHHBIX C (JOTOCHHTE30M, B
OTBETE Ha XOJIOZIOBOM CTPECC U OTPEEIICHNH X000 CTOHKO-
CTH PAaCTEHUH TOMAaTa, C BO3MOXXHON HICHTHU(HKAIINEH Cpen
9THX TEHOB MapKepOB MaMSITH O XOJIOZI0BOM CTpECCE.

MaTtepuanbl u meToAbl

Jlnst viccnenoBaHus UCTIONB30BAM pacTeHust ToMmara S. lyco-
persicum xononoctoikoro copta Otpamubiii (kox 8006741,
https://gossortrf.ru/registry/) cenexkuun denepaabHOro Hayy-
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XonopoBana akKNMMaTK3aUnMs ToMaTta cBA3aHa ¢ reHamu SILHC
1N MeTabosIM3MOM KapOTUHOMAOB 1 XN0poduinos

HOTO 11eHTpa oBomeBoacTBa (DHIIO, MockoBckas 001acTb).
CopT paHHECTICITBII 1 YCTOWYUBHIH K coleBoMy cTpeccy (Du-
JFOIIWH | Ap., 2025; naHHBIC OPUTHHATOPOB).

U3 cemsn ToMara copra OTpamHbril ypokas 2024 1. Obuti
MTOJY4YCHBI IPOPOCTKH B CTAUU 5—7-TO JNHCTA (IEHB/HOUB —
16 4/8 u, 23 °C/18 °C; temuoBas ¢aza 23:00-7:00; moTok
DAP 190 MkM/(Mm?-¢)). TTpopoCTKH ObLIN TTOABEPTHY THI IBYM
[UKIIAaM BO3JCHCTBHUS XOJIOMOBOTO cTpecca (KOHTPOIBHEIE
TIPOPOCTKH POCITH B HOPMATBHBIX YCIOBUSX, 23 °C). Kakaprit
kot BITrodan 12 g maky6anmu mpu 3 °C (20:00-8:00) (I-12 u
[I-12) ¢ mocnemyromuM mocIecTPECCOBEIM BOCCTAHOBUTEIb-
HBIM IteproioM ((asa mamsaTi) B TeueHrne 60 9 B HOpMaTbHBIX
yermoBusx (puc. 1). LUKITBI cemoBani HEMIPEPBIBHO IPYT 32
Ipyrom u BMecTe 3aHsn 144 u (12+60+12+60).

[IpuMeHeHne IBYXIMKIOBOTO BO3ACHCTBHS OBLIO 00y CIOB-
JICHO TEM, YTO MPU3HAKOM T'€HOB-MapKEPOB CTPECCOBOI Ia-
MSATH CYUTACTCS pa3HOE M3MCHEHUE MX IKCIIPECCHU MEKITY
TIEPBBIM W TTOBTOPHBIM IHKIAMH CTPECCOBOTO BO3ICUCTBUS
(Friedrich et al., 2019; Béurle, Trindade, 2020; Jacques et al.,
2021; Aina et al., 2024). To ecTp ecnu AUHAMHKA SKCIIPECCHU
aHATM3HUPYEMbIX HAMU T€HOB B JIBYXIIMKIIOBOM CTpecce TI0-
Ka)XET CYIIECTBEHHBIC MEKIINKIIOBBIC PAa3IIUYMsl, TAKAE TCHEI
MOTYT CTaTh KaHAWIATaMH B MapKephl CTPECCOBOM MaMSITH.
MBI IpUMEHUITH JUTATEITBHBIN ITepro1 BoccTaHoBIeHMS (60 1),
TaK KaK OJHOW U3 0COOEHHOCTE! TeHOB-MapKePOB CTPECCOBOI
TIAMSTH CIATACTCS TO, 9YTO UX IKCIIPECCHS B BOCCTAHOBUTEIB-
HBII TIEPUOJI TONTOE BpeMst (OOIBIIE CyTOK) HE BO3BPAIIACTCs
k HopMme (Friedrich et al., 2019; Béurle, Trindade, 2020; Ja-
cques et al., 2021; Aina et al., 2024).

Ha mpoTshkeHHH IBYX ITMKJIOB SKCIIEPHMEHTa (B CYMME
144 9) He HAOMIOMAIOCH BUIUMBIX OTIWYHNA OIBITHBIX pac-
TEHUU OT KOHTPONBHEIX. He 3adpukcupoBaHO KaKmX-1HOO
MIPU3HAKOB YBSIAHUS JHCTHEB OIBITHBIX PACTCHUN B OTBET
Ha XOJIOZIOBOH CcTpecc 00OWX IUKIOB (BHAWMO, B CBS3H C

12u3°C 604 23°C
— —
124y 23°C 604 23°C
OT60p -12 1-48 11-12 11-48
e | !
LlaCbI L 1 1 1 1 1 1 1 1 1 1 1 J
0 12 24 36 48 60 72 84 96 108 120 132 144

Puc. 1. Cxema gByxuuknosoro (I, Il) skcneprmeHTa No BO3aeNCTBUIO XONIO[0BOro CTpecca 1 NOCiecTpeccoBOro BOCCTaHOBNEHMA Ha
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XOIIOJIOCTOUKOCTRIO copTa OTpamHenii). Takke HE OTMEICHO
3HAYMMBIX Pa3JIMIHi B BBICOTE PACTEHHUH U KOJIMUECTBE U Pa3-
Mepe JIMCTHhEB KaK MEKTy KOHTPOJIEM 1 OITBITOM, TaK ¥ BHYTPH
KOHTPOJISI/OTIBITA MEXK/TY ABYMS IINKIIAMH.

B xon11e xomomoBoro Bo3neiicteus (12 4, 8:00) u uepes 48 u
BoccranoBneHus (8:00) mepsoro (I) u Broporo (II) mukmoB ¢
OITBITHBIX W KOHTPOJBHBIX PACTEHHH OBUIM COOpaHbI POOBI
mcTheB. B BoccTanoBuTenbHOM nepuose (60 4) Obuta BbI-
Opana Touka 48 u (I-48 u 11-48), 3a 12 9 10 3aBepIeHUs BOC-
CTaHOBUTEIHHOTO MEPHOJIA MOCIIE CTPEecca, Ul TOTO YTOObI
oTOO0p 1po0 B CITydae v CTpecca, 1 BOCCTAHOBICHNUS TIPOXO/IHIT
B OITHO U TO ke BpeMs cyTok (8:00). DTo cBsA3aHO ¢ TeM, UTO
9KCTIPECCHsl IENEBBIX TEHOB (POTOCHMHTE3a HAXOIUTCS IO
BIHSTHAEM IUpKanHbIX puTMOoB (Piechulla et al., 1998; Meng
et al., 2025). Takoe coracoBaHne 1O BPEMEHH CYTOK B CO-
YETAaHWW C UCIIOIB30BAHMUEM JUISl HOPMAIHM3ALUN KOHTPOJIA,
TapasuIesIbHO HHKYOHPYEeMOTo B HOPMaJIbHBIX YCIIOBHUSIX, 1103~
BOJTIIO HanboJIee KOPPEKTHO HHTEPIPETHPOBAT MOJTydacMble
OMOXMMHUYECKHE M TPAHCKPUIITOMHBIC JaHHBIC.

B mpobax 65110 orpeeieHo conepkaHie XI0popuiuio a/b
1 KapOTHHOMIOB (/1Ba OMOJIOTMYECKNX U TPU aHATTUTHIECKUX
TIOBTOPA); OANH OMOJIOTHIECKUH MTOBTOP — ITyJT JINCTHEB BYX
HE3aBUCUMBIX PACTCHUH JUTS KQKI0H Toukn n3mepenus. Kon-
LEHTPAIHIO XJI0pOGIIIIOB a 1 b (Mr/T chipoii Mmaccel (CM)) i
KapOTHHOHJIOB (CyMMa) OITPEeIeISUTH B XJI0PO(hOPM-METAHOIb-
HBIX (3:1, v/v) akcTpakrax cormacHo (Efremov et al., 2020), ¢
perucTparyei CieKTpoB MOMIONICHNUS Ha CIeKTpodoToMeTpe
Eppendorf BioSpectrometer® basic (Eppendorf, Tepmanms).
Jnst BBIYMCIIEHUS] KOHIEHTPAUi MUTMEHTOB (MKT/MIT) HC-
TIOJTb30BAIIN HIDKETIPUBEICHHBIE ()OPMYITBI:

Xnopogwumn a (Chla) =

11.47%(Ag66 — A750) — 2%(Agss — A750),
Xnopogwumn b (Chld) =
21.85%(Agag — A7s0) — 4.53%(Ag66 — A750),
CymMa KapOTHHOMIOB =
[1000%(A4g0— A7s0) — 1.33xChla — 23.93xChlb]/202,
e Aggs, Agas, A7so U Aygy — 3HAUEHUS TIOIJIOLIEHUS HA yKa-
3aHHBIX JUTMHAX BOJIH.

3raurMocTs (p < 0.05) pa3mirdamii Mexx Ty 3HaYCHHSIMHA OTTpe-
nensuta ¢ momonibio Two-way ANOVA (“multiple compari-
sons, corrected with Bonferroni test”) B GraphPad Prism v. 8
(GraphPad Software Inc., CLLIA; https://www.graphpad.com/
scientific-software/prism/).

W3 tex ke mpoO IUCTHEB IS TPAHCKPHUIITOMHOTO aHAJN3a
ObLTH BEIENeHBI ipenapaTsl cymmapHoit PHK (RNeasy Plant
Mini Kit, Qiagen, CIIIA), Ha 0CHOBE KOTOPBIX IOITY4ICHBI OU-
6morekn MPHK (NEBNext® mRNA Library Prep Reagent Set
for [llumina; New England BioLabs, CIIIA) ¢ mociexyrommimm
WX cekBeHHpoBaHWeM Ha turatdopme I[llumina HiSeq2500
(Illumina Inc., CIIA). Kogupyrommye mociieoBaTeIbHOCTH
coOMpa N Ha OCHOBE TOJyYEHHBIX NPOUYTEHUIH C HCIIONb-
3oBanmeM Trinity v3.5.13 (https:/github.com/trinityrnaseq/
trinityrnaseq/wiki) m TransDecoder v5.1.0 (https://github.
com/TransDecoder/TransDecoder) u 3aTeM aHHOTHPOBAIH C
momotsio NCBI-Blast (https://www.ncbi.nlm.nih.gov/). Ot-
HOCHTEIIbHBIC YPOBHHU TPAHCKPHUITOB OolleHNBaIN Kak RPKM
(KonmM4ecTBO TpouTeHNi Ha | KO TPAaHCKPUIITOB HA MUJUTHOH
KapTHPOBAaHHBIX MIPOYTECHUN).
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Iensr, mudpdepennuanpao dkcnpeccupyrommecs ([121)
B KOHTpOJIE M OTBITE B BYX LIMKJIAX B KoHIE cTpecca (I-12,
1I-12) u mepuona Boccranosienus (1-48, 11-48), onpenemnsimu
¢ ucronr3oanueM Metona DESeq2 (Love et al., 2014). Pas-
JWYHS B YPOBHE TPAHCKPUNITOB CUUTAIHCH JIOCTOBEPHBIMH,
€CITH N3MEHEHHE SKCIIPecCHH ObLT0 >2 (a0COTIOTHOE 3HAYCHNE
log,FoldChange [FC] = 1; p,q; (P-value adjusted, nimn false
discovery rate) < 0.05). Jlamee 0 aHHOTAIIUU TIPOBOIMIH
MOMCK TeHOB cynepcemeiictBa LHC Tomarta, reHOB IIyTH Me-
TaboNM3Ma KapOTHHOHIOB, a Takke TeHoB OR, OR-like n SGR
KakK Cpely MEpBUYHOTO CITMCKA T€HOB, TaK M CPEIH CITHCKA
JOI. Nzmenenus npoguiieii SKCIIPECCHH TSHOB B MPOIECCe
9KCIIEPUMEHTA BU3YaJIM3UPOBAIIN C TIOMOIIBIO TETUIOBBIX KapT
(Excel).

Pe3ynbratbl

B nannoit pabote Ha mpuMepe XOJI0A0CTORKOrO copTa TOMa-
ta OTpajHbliil ObUTO M3yueHO BiusiHUE NBYX nukios (I, II)
«XOJIOJIOBOM CTpecc — BOCCTAaHOBJICHHE» HA COJEPKaHUE
MeTabOoJIMTOB M AKCHPECCHIO TEHOB, CBS3aHHBIX C (DOTOCHH-
TE30M, B JINCTBSIX. B IByX TOUKaX Ka/[0ro IUKJIA C ONBITHBIX
pacteHuii ObUTM 0TOOpaHbI POOBI JUCTHEB (ITAPAJUIEIBHO C
KOHTpoJeM): KoHel 12-gacoBoro ctpecca (I-12,11-12);3a 12 4
1o 3aBepieHus: 60-uacoBoro Boccranosienus (1-48, 11-48).

B mpobax imcTheB OBUIO M3MEPEHO COJepKaHHEe XIJIOPO-
¢wuioB a u b u kapornHounoB (cymma). B touke 1-48 u B
KOHTPOJIC, U B OTIBITE MOJTYYCHHBIC 3HAYCHUS OKa3aJIMCh 3HA-
YUTEIBHO HIDKE, YeM B TpeX OCTaJIbHBIX Toukax (II-48, I-12
u I1-12). HexoTopoe HUCKIIOYeHNE COCTaBIIN KapOTHHOUIBI,
coJiepKaHue KOTOpbIX B Touke [-48 otnmuanock ot [-12, HO He
ot [I-12, oqHako OBIIIO CXOAHO MEXKAY KOHTPOJIEM H OIBITOM
(puc. 2). B xoHIle BOCCTaHOBUTEIHHOTO MEPHOAa BTOPOTO
nukia (11-48) B ombiTe HaOMIONANOCH 3HAYMMOE CHIDKEHUE
KOJTMYECTBA BCEX aHATU3UPYEMBIX TUTMEHTOB (CM. puC. 2).

Te e nucToBbIC IPOOBI OBUTH MCITOIB30BAHBI JUIsl MTOJTyYe-
HUS TPAHCKPUIITOMOB C TTOCJIEAYIOIINM aHAIN30M THHAMUKH
9KCIIPECCUH TeHOB, CBSA3aHHBIX ¢ (poTocHHTEe30M. st ATOTO
OBUT COCTaBJIEH CIIMCOK T'€HOB MHTEpeca C Y4eTOM aHHOTa-
IIMM TPAHCKPHIITOMOB, AaHHBIX SolGenomics, BKItoYas Uc-
cienoanus (Lan et al., 2022; Meng et al., 2025), u NCBI
(cM. Tabnuiy). B mepBoM mcciieoBaHUN Y TOMATa BBISIBICHO
24 rena Lhca/b, 10 renoB Lil, onun Psbs u tsite FCII (Lan
et al., 2022). Bo BTOpOii myOnuKaiuu roBoputcs o 29 renax
Lhca/b, cemu Lil, omaom Psbs v nByx FCII (Meng et al., 2025).
B nanbueiieM mb1 onupanuck Ha qanabie NCBI, rae Texymast
Bepcusi reHoma Tomara natupyercs 03.09.2024, B otinuune ot
SolGenomics (09.2019).

ITo manusim NCBI, cemeiictBo LHC ToMara BKJIIOYAET
43 rena (29 — Lhca/b, 10 — Lil, 1 — psbS, 3 — FCII) (cm.
Tabnuiy). Takxke U3 reHOMa TOMaTa M3BJICUCHBI HICHTU(DU-
KaI[MOHHBIE CBeJICHUS 0 18 reHax myTu OMOCHHTe3a KapoTu-
HOUJIOB, 8 reHax JICOKCUIeHa3, KaTaTM3UPYIOIIUX IIepepadoT-
Ky KapoTHHOHJIOB B (hutoropmonsl crpuronaktonst (CIJI) u
ABK, 2 romonornunsix reHax OR (cuHTE3 XJI0pOGUIIOB U
KapOTHHOMJIOB B XJIOPOIUIACTAaX) M 3 TOMOJOTHYHBIX IeHaX
SGR (nerpanarust xJi0popuuoB) (cM. TaOIHUILY).

[TonyueHHbIE TPAaHCKPUIITOMHBIC JaHHBIE OBLIN UCTIOH30-
BaHbI JIJIs OLIEHKN U3MEHEHHSI SKCIIPECCUU BBIOPAHHBIX HAMHU
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Puc. 2. [luHaMmunKa copepKaHua XI10popunnoB d u b n KapoTMHOULOB B NINCTbAX pacTeHU TomaTta copTa OTpafHbIi B

OTBET Ha XOHOAOBOIﬁ CTpecc 1 BOCCTaHOBNEHNKE.

B kaxzom n3 aByx uuknos Bosgenctaua (I, Il) n3amepeHua nposepeHbl B KoHue cTpeccoBoro Bo3aenctana (I-12, 11-12) n uepes 48 u
BOCCTaHOBUTENbHOIO Nepuoga (I-48, 11-48). 3HaueHmne a-d p < 0.05 - ANA CTaTUCTUYECKMN 3HAUMMbIX Pa3nnymin mexgy onbitom (O) 1 KOH-
Tponem (K) B KaxaoW 13 Touek; KpacHOI 3Be340UKON [JOMONHUTENbHO YKa3aHO CyLeCTBEHHOE pasfinumne Mexziy OnbiTOM Y KOHTponeM

B TouKe |1-48.

TeHOB (CM. TaONHWIly) B JHCTBAX TOMaTa B Ipolecce ABYX
IIUKJIOB BO3MICHCTBHSA XOJOA0BOTO cTpecca (puc. 3 u 4).

B obowux mukmax ctpecca mocue 12 9 XOI0J0BOTO BO3-
nevictBus (I-12, 1I-12) craTucTHYeckr 3HAYNMO CHHU3WIIACH
(>2 pa3) skcmpeccus reHoB Lhca/b. VckmodueHne cocTa-
Buin rensl CAB7-LOC101246628 (I-12, 1I-12) u CABS-
LOC101257186 (I1I-12), ypoBeHb TpaHCKPHUIITOB KOTOPBIX
TOXE CHIDKAJICS B 00EMX TOUKAX, OJJHAKO HE TAK 3HAYUTEIHHO
(<2 pa3). K 3aBepuieHnIo BOCCTAaHOBHUTEIBHOTO TEPUOJA
obonx mukioB (I-48, 11-48) sxcnpeccus renoB Lhca/b Bep-
HYJIaCh K KOHTPOJIbHBIM 3HAYEHHSM, 33 HCKITIOYEHUEM ITOBBI-
IICHHOTO ypoBHA TpaHCKpunToB Cab-1D, CABI2 u CABS-
LOC101257186 (I-48) (cm. puc. 3).

B cnygae octaneHBIX TpymI reHoB cemeiictBa LHC ObLTO
MIOKa3aHO 3HAYNTEIBHOE YBEINIECHHE IKCIIPECCHN 000HX Te-
HOB ELIP w1 omHOM U3 (heppoxenara3 (LOC101263738) k koH-
1y ctpecca (I-12, I1-12). [Ipu BoccTaHOBICHUH TTOBBIIIICHHOE
3HaueHne coxpansercs (I-48) mim Bo3Bpamaercst K KOHTPO-
mo (I1-48). Dxenpecens nByx reHos LIL3 (LOC101260362,
LOC101248227) urenoB psbSu OHP1, HapOTHB, CHIDKACTCS
B oTBeT Ha cTpecc (I-12, 1I-12) u mpu BoccTaHOBICHUN BO3-
Bpamaetcs kK KouTpoto (I-48, 11-48; xpome naaykunu OHP ]
B [-48). OcraBmmecs reHpl He TOKA3aJIH 3HAYNMBIX H3MEHCHUH
9KCIPECCHHN Ha MPOTSKEHHUN JIBYX IIMKJIOB CTPECCa-BOCCTAHOB-
neHus, 3a uckioueHneM SEP2 (aktuBanws, 11-12) u omHOTO
3 LIL3-2-LOC101247899 (axtuBanus, 11-48) (cm. puc. 3).

Panee OblM chOpPMYITMPOBAHBI TPU3HAKK MapKepa CTpec-
COBOM IaMsITH, a UIMEHHO: MapKepaMH MaMsITH CUUTAIOTCS
TEHBI, SKCIIPECCHS KOTOPBIX M0-PAa3HOMY HU3MEHSETCS B OTBET
Ha MepBOE 1 TIOBTOPHOE CTPECCOBBIE BO3ICHCTBUS, COIIPOBO-
KmTaeMble BoccTaHOoBHTENBbHBIM TiepuogoM (Friedrich et al.,
2019; Béurle, Trindade, 2020; Jacques et al., 2021). cxons
13 3TOTO K TAKUM MapKepaM MOXXHO OTHecCTH reHsl Cab-14,
Cab-1D, CABI2, CAB5-LOC101257186, ELIP, SEP2, OHP2-
LOC101259223, OHPI w LIL3-2-LOC101247899, nunamuka
9KCTIPECCHH KaXK/I0TO U3 KOTOPBIX NMeJa MEKIIMKIIOBBIC Pa3-
s (eM. puc. 3).

[Tommmo renoB cemetictBa LHC, ObII IPOBEICH TPAHCKPHII-
TOMHBIM aHaJIN3 TCHOB OMOCHHTE3a KapOTHHOUIOB. AHAIN3

JMHAMUKH 3KCIIPECCUH TEHOB OMOCHHTE3a KAPOTHHONIOB T10-
KazaJl OTCYTCTBHE 3HAUMMO peakny Ha 00a IIUKJIA «XOI0]] —
BOCCTAHOBIICHHE)» TCHOB BCeX TpeX puronHcHHTa3 (PSY/-3),
onHoro u3 aByx PDS-LOC544073, CRTISO, Z-1SO, ZDS u
LCYI (cwm. puc. 4). Bropoit PDS-LOC101244544, CrtL-e-1,
LeyB, D27, CrtR-b1 m onuH U3 AByX TeHOB ZEP mokazann
OJIMTHAKOBYIO TMHAMUKY dKctipeccnn: cHmkerue (I-12, 11-12)
1 Bo3Bpar k KoHTpodro (1-48, 11-48). Dxcripeccus Broporo reHa
ZEP nmena TIOX0XYIO IMHAMHUKY, KPOME MEHee 3HaYNMOro
cHKeHUs B Touke [-12. YpoBeHb TpanckpunToB reHa CrtR-b2,
HalpoTHB, CHIXKAJICA MOCIIE BOCCTAHOBUTEIBHBIX TIEPHOIOB
(I-48, 11-48). OTnenbHO OTMETHM JIBA T'eHa: HEOKCAHTHHCHH-
Ta3sl (NSY'), SKcTIpeccust KOTOPOTO 3HAYNTETHHO MOBBICHIIACH
B otBeT Ha xoiof (I-12, I1-12) u BepHyIach K KOHTPOITIO ITOCIIE
BoccTtaHoBuTeNnpHOTO iepuona (1-48, 11-48), u BuonakcaHTHH-
nesnokcruaassl (VDE), ypoBeHb TPAaHCKPUIITOB KOTOPOTO B MEp-
BOM nukJe crpecca camsmics (I-12) n 3arem mogastcs (1-48),
a BO BTOPOM IIMKJIE HE OTIAMYAJICS OT KOHTPOIS (CM. puc. 4).

Cpenu reHoB, KOAUPYIOMNX (HEPMEHTHI (AMOKCUTEHA3HI)
ITyTH Tpeo0pa30BaHus KAPOTHHONUAOB B putoropmons! (CIJI,
ABK), CCD7u LeCCD 1A ne moka3any 3HAYAMON pEaKITH Ha
JIBa [IUKJIA «X010/ — BoccranoBieHue». [ enst CCD4u NCED6
OTJIMYAJIUCH OT KOHTPOJISI TOJIBKO CHYDKEHHEM YPOBHSI TPaHC-
kpunToB B Toukax II-12 u [1-48 cooTBETCTBEHHO. DKCIIpECCHs
reHoB LeCCD1B u NCED2 neMoHCTpUpOBalia COOTBETCTBEH-
HO 3HAQUUTEJIFHOE YMEHBIIICHHE U TIOBBIIIEHHE MIOCIIE CTpecca
(I-12, 11-12). T'eusr CCD-like n LeNCEDI nvenu ypoBEHb
TPAHCKPHIITOB CYIIECTBEHHO BBIIIE KOHTPOJIHHOTO, KPOME
Touek [-48 u 11-48 cooTBeTCcTBEHHO (CM. pHC. 4).

W3 reHoB, CBSA3aHHBIX C CHHTE30M M JETpaganueii xio-
podmmnos, nBa (OR-like, SGR-like) HE mOKa3amw OTIUIUAN
ot xoHTpoIs, nBa (OR, SGR) uMenu 3HaYNMO TTOHIDKCHHBIH
YpOBeHb TpaHCKpHUITOB mocie crpecca (I-12, 11-12) u ogun
(SGRI)—oBBITIICHHBIH YPOBEHB B TeX ke Toukax (I-12, 11-12)
(cMm. puc. 4).

C ydeToM npu3HaKoB Mapkepa mamstu o ctpecce (Friedrich
et al., 2019; Baurle, Trindade, 2020; Jacques et al., 2021)
MOXHO BBIICIHUTE TeHbl VDE, CCD4, CCD-like, LeNCEDI n
NCEDG (cMm. puc. 4).

FTEHETUKA U CEJIEKLMA PACTEHUI / PLANT GENETICS AND BREEDING 847



M.A. Filyushin, A.V. Shchennikova

E.Z. Kochieva

Cnuncok aHanmsrpyembix B pabote reHoB
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Solyc gene ID'

029070940
029070950
029070970
029071010
029071030

029070990
029070980
029071000
039005760
039005770
039005780
129006140
079063600
129011450
099014520
069063370
019105030

049082930
049082920

019105050
059056050
059056070
109006230
109007690
129011280
039115900
069069730

119042640
079022900
129009200
099082690
099082700
019107660
049053130
129056620
049071930
039094000
089007180
089077880
099011010
059018650
109084140
089065480
069060340

NCBI gene ID?
LOC101264784

LOC101266182
LOC104645884
LOC104645883
LOC101267774
LOC101245729
LOC108491835
LOC543976

LOC101268123
LOC101243766
LOC101249002
LOC101266527
LOC101256629
LOC101246628

LOC101256131
LOC101253380
LOC544310

LOC101264376
LOC101253628
LOC101265617
LOC101268669
LOC101256006
LOC101265886
LOC101263969
LOC101268491
LOC543975

LOC101267576
LOC101257186
LOC101252151
LOC101257109
LOC138337022
LOC101252927
LOC101250395
LOC101259223
LOC101253996
LOC101247899
LOC101260362
LOC101248227
LOC101262449
LOC101247019
LOC101248153
LOC101263738
LOC101260830

Cynepcemenicteo LHC
AHHOTauuA 6enkoBoro npogykta reHa (NCBI)

Benok, ceasbiBatowmin xnopoodunn a/b Cab-1B (CAB1B)

CAB1B romonor, 100 % nokpbiTue, nAeHTUYHOCTb 99.25 %

Benok, ceasbiBatowmn xnopodunn a/b Cab-1A (Cab-1A)

Benok, ceasbiBatowmin xnopodunn a/b 1D (Cab-1D)

Benok, ceasbiBatowmii xnopodunn a/b 1-nofobHbin

benok, cea3biBatowwnii xnopodunn a/b

Benok, ceasbiBatowmin xnopoodunn a/b Cab-3C (Cab-3C)

Benok, cBasbiBatowmii xnopodunn a/b 5, xnoponnactHblin (CAB5)
benok, ceasbiBatowmin xnopodunn a/b 13, xnoponnacTHbin

Benok, ceasbiBatowmin xnopodunn a/b 13, xnoponnactHoini (CAB13)
Benok, ceasbiBatowmin xnopodunn a/b CP29.1, xnoponnacTHbiii
Benok, cBasbiBatowmin xnopodunn a/b Cab9 (CAB9)

benok, ceasbiBatowmin xnopodunn a/b CP24 10A, xnoponnactHbin (CAB-10A)

Benok, ceAsbiBatowmin xnopodunn a/b 7, xnoponnacTHbiii

Benok, ceasbiBatowmin xnopodunn a/b CP24 10B, xnoponnacTtHbin (LHCP)
Benok, cBasbiBatowmii xnopodunn a/b 6A, xnoponnacTHbli

benok, ceasbiBatowmii xnopodunn a/b, npeplwecrseHHNK (CAB6A)

Benok, ceasbiBatowwmii xnopodunn a/b 7, xnoponnactHbiin (CAB7)

Tun lll. Benok, cA3biBatowmin xnopodwunn a/b (CAB-8)

Benok, cBasbiBatowmii xnopodunn a/b 8, xnoponnacTHblii

Bbenok, ceasbiBatownii xnopodpunn a/b CAB11 (CAB11)

Benok, ceasbiBatowmin xnopodunn a/b Cab12 (CAB12)

benok, ceasbiBatowmin xnopodunn a/b 1C, xnoponnacTHbin

Benok, cBasbiBatowmin xnopodunn a/b

benok, ceasbiBatowmii xnopodunn a/b 3C, xnoponnacTHbii

Benok, ceasbiBatowmin xnopodunn a/b, npepwectseHHNK (CAB4)

He oxapakTtepusosaH (CAB-like)

MoTocuctema |. Benok, ceasbiBatowwmin xnopodunn a/b 5, xNoponnacTHbI
®otocuctema l. benok, ceasbiBatoLwmn xnopodunn a/b 6, xnoponnacTHbIN
PaHHMI1 cBeTOMHAYUMPYemblii 6enok (ELIP)

ELIP romonor, 97 % nokpbiTue, naeHTMYHOCTb 84.74 %

Crpecc-uHayLmpyembiin 6enok 1

CTpecc-uHAYyLUmMpyemblii 6eN1oK 2, XTIOPOMNIacTHbIN

Benok OHP2, nogo6HbIi cBeTOCOOUpPatoLLLeMy KOMMIEKCY, XSIOPOnIacTHbIN
Benok OHP2, nogo6HbIi cBeToCOOUpatoLLLeMY KOMMIEKCY, XSIOPONIacTHbIN
Benok 3 n3oTun 2, nofo6HbIi cBeTOCO6MpaloLLLeMy KOMMIEKCY, XIOPOMIacTHbIN
Benok 3 n3otnn 1, nogo6HbIN cBETOCOOMPALOLLEMY KOMMIIEKCY, XIOPOMNACTHbI
Benok 3 n3otvn 2, nogo6HbIN CBETOCOOMPALOLLEMY KOMMIIEKCY, XIOPOMNACTHbIN
Benok OHP1, nogo6HbI cBeTOCOOUpatoLLLEMY KOMMEKCY, XSIOPONIacTHbIN
®eppoxenartasza-2, XJIOPONAaCTHbIN 6eoK

(DeppoxenaTtasa-2, XJIOPONIACTHbIN 6enok

Deppoxenatasa-2, XJIOPONNACTHbI 6eNoK

Cy6begunHuua S dotocmctemsl Il (psbS)
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E.3. Kounesa 1 MeTabonn3MOM KapOTUHOWOB 1 XNIOPOGUIINIOB 306

Ta6bnuua (OKoHYaHue)

Meta6onvsm KapoTnHonpos

AHHOTauuA 6enkoBoro npoaykta reHa (NCBI)

OuTtorHcrHTasa 1, xnoponnactHas (Psy1)

OuTorHcKHTa3a 2, xnoponnactHasa (PSY2)

OuTorHCcKHTa3a 3

OutonHpecaTtypasa (pds)

15-cis-duTonHpecaTypasa, XJloponnacTHasa /XxpoMonnacTHas
MponukonuHnszomepasa, xnoponnactHasa (CRTISO)
15-cis-(-kapoTuHu3omepasa (Z-1SO)

(-KapoTuHAecaTypa3a (zds)

JInkonuH-ge-umknasa (CrtlL-e-1)

JInkonuH-B-umKnasa, xsoponnacTHas

JlvkonuH-B-umknasa (LCY1)

JInkonuH-B-umknasa, xpomonnactHaa (NSY) = HeOKCaHTUHCMHTa3a, XoponnacTHasa
B-kapoTnHu3omepasa D27, xnoponnactHaa
B-kapoTuHrugpokcunasa (CrtR-b1)

B-kapoTuHrugpokcunasa (CrtR-b2)

3eaKcaHTMH3MOKCMAA3a, XJIoponiacTHasa
3eaKCcaHTMHIMOKCMAA3a, xoponnactHas (ZEP)
BuonakcaHtTuHaesnokcmaasa (VDE)
KapoTuHowng-paciennsiowian guokcureHasa 7 (CCD7)
KapoTuHomna-paciiennaiowwan fuoKcureHasa 4, xsopornnacTHas
KapotuHoung-pacwennaiowan gnokcmreHasa 1A (LeCCD1A)
KapoTuHowng-pacwennsiowan guokcmreHasa 1B (LeCCD1B)
KapotuHonga-9,10(9;,10')-pacwiennaioLian AUoKcMreHasa
NCED1 9-cis-anokcmkapoTuHona-grokcureHasa (LeNCED1)
NCED2 9-cis-anoKCcMKapOTUHOWA-ANOKCUIeHasa 2

9-cis-anoKkcnkapoTuHona-auokcmreHasa NCED6, xnoponnacTtHas

NCBI gene ID

LOC543988
LOC543964
LOC101267734
LOC544073
LOC101244544
LOC101267857
LOC101253762
LOC543629
LOC544129
LOC101267662
LOC544104
LOC543649
LOC101266539
LOC544133
LOC544297
LOC101252420
LOC544162
LOC543696
LOC100313501
LOC101250535
LOC543935
LOC544269
LOC101255364
LOC544163
LOC100316877
LOC101246826

(DyHKLl,VIOHaJ'IbHaH AKTUBHOCTb
6enKkoBoro n poAyKTa

CUHTe3 KapOTVMHOVAOB
(EIShamey et al., 2025)

CuHtes CIT1un ABK
(EIShamey et al., 2025)

CurHTe3 XNTOPOodUINOB 1 KAPOTUHOMAOB B XJIOPOMJIacTax

AHHoOTauuA 6enkoBoro npoaykTa reHa (NCBI) NCBI gene ID
benok, nogo6Hbii ORANGE LOC101244466
Benok ORANGE-LIKE, xnoponnactHbii LOC101247247

DyHKUMOHaNbHan aKTMBHOCTb GEIKOBOro NPOAYKTa

HeratusHo perynupytot 61ocrHTes xn1opodusnnos,
pa3BUTHE TUNAKOUAHBIX MEMOPaH 1 SKCNPeccuio
reHoB ELIPy A. thaliana (Tee, 2019). NMo3utneHo
B/INAIOT Ha POCT N CTPECCOYCTOMUYNBOCTb PacTeEHNN
TomaTa (Gao et al., 2025)

[lerpapaums xnopodunnos

AHHOTauuA 6enkoBoro npogykta reHa (NCBI) NCBI gene ID
G 6enok STAY-GREEN LOC101260158
STAY-GREEN romonor, xnoponnacTHbIn LOC101258237
NHpyumpyemblii CTapeHneM XTI0poniacToB 6e1ok LOC778212

stay-green 1 (SGRT)

(DyHKLWIOHaJ'IbHaﬂ aKTUBHOCTb 6€N1KOBOro npoAyKTa

B3aumogericTBytoT ¢ 6enkamm LHC n pepmeHTamu
kaTabonuama xnopodunna (Pietrzykowska et al.,

2014)

! Current Tomato Genome version SL4.0 and Annotation ITAG4.0 ot 09.2019 (https://www.solgenomics.net/organism/Solanum_lycopersicum/

genome), C UICMONb30BaHNEM AaHHbIX ccnegoBaHuii (Lan et al., 2022; Meng et al., 2025).

25 M_r2.1 (GCF_036512215.1), cbopKa 1 aHHOTauus reHoma Tomata oT 03.09.2024 (o6HoBneHusa 10.2024-09.2025; https://www.ncbi.nlm.nih.gov/

datasets/genome/GCF_036512215.1/).
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Cold acclimation of tomato is associated with SILHC genes

E.Z. Kochieva and carotenoid and chlorophyll metabolism
CABIB LOC101264784 = 0.00
CABI1B LOC101266182
Cab-1A LOC104645884
Cab-1D LOC104645883 1.00
CAB1 LOC101267774 [
CAB LOC101245729 . Makcumym
Cab-3C LOC108491835
CAB5 1L.OC543976
CAB13 LOC101268123
CAB13 LOC101243766
CP29.1 LOC101249002
CAB9 LOC101266527
CAB-10A LOC101256629
CAB7 LOC101246628
LHCP LOC101256131
CABG6A LOC101253380
CAB6A LOC544310
CAB7 LOC101264376
CAB-8 L.OC101253628
CAB-8 LOC101265617
CABI11 LOC101268669
CABI12 LOC101256006
CAB1C LOC101265886
CAB LOC101263969
CAB3C LOC101268491
CAB4 LOC543975
CABS 0.52 LOC101257186
CABG6A 0.31 1.03 LOC101252151
CAB-like ! 0.45 0.96 LOC101267576
1-12 1-48 1I-12 11-48
LIL, FClI, psbS
ELIP 6.48 2.19 1.17 LOC101257109
ELIP 6.48 2.19 1.17 LOC138337022
SEP1 0.84 0.89 1.06 0.79 LOC101252927
SEP2 1.32 1.65 2.40 1.15 LOC101250395
OHP2 0.63 1.33 1.12 1.16 LOC101259223
OHP2 0.74 1.26 0.81 1.07 LOC101253996
OHP1 0.51 2.10 0.73 1.37 LOC101262449
LIL3-2 1.00 1.84 2.28 LOC101247899
LIL3-1 LOC101260362
LIL3-2 LOC101248227
FCll LOC101247019
FCll LOC101248153
FCll LOC101263738
psbS i LOC101260830
1-12 1-48 1I-12 11-48
Puc. 3. TennoBaa KapTa U3MEHEHUA SKCNpeccumn reHoB cynepcemeinctea LHC B nMcTbAx pacTeHna Tomata copta OT-
paaHbin (S. lycopersicum) B oTBeT Ha ABa uukna (I, Il) «xxonopoBoe BO3aeNCTBME — BOCCTAaHOB/IEHMEY, MOCTPOEHHAA Mo
NonyyYeHHbIM HaM1 TPAHCKPUNTOMHbIM AaHHbIM Ana Touek |-12, 11-12 (KoHel cTpecca) u 1-48, 11-48 (BoccTaHOBUTENbHbBIN
nepvon).
3,|]er 1 Ha puc. 4: B AYenKax npuneefeHbl 3Ha4YeHnA RPKM, OKpYyrneHHble O BTOPOro 3HaKa nocne 3anm0|?1; CTaTUCTUNYECKN 3HaYnNMble
OTINYMA OT KOHTPONA (MpuHATOro 3a 1.00) BblgeneHbl NONYKUPHLIM WpUdTOM. IPaaneHT OKpackn AYeek COOTBETCTBYET CHUKEHUIO
(OTTEHKM Ceporo) UM NoBbiLLEeHNIO (OTTEHKIN KPAaCHOIO) YPOBHS SKCMPEeCCcUMm FeHOB B CpaBHeHUU € KoHTposeM (1.00, xenTas okpacka).
O6c¢cyxpaeHue 9TOM Hapymaercs pabora anteHH potocucteM I u II (Ashraf,

AnanTanMoHHasl PeaKIysl pacTeHUsS Ha BO3JEHCTBHE X0I01a
TECHO CBS3aHa C KJIETOYHON OCMOPETYJISIINEH, OCyIIeCTRIIsIC-
MOH MyTeM 3aKpbITHs ycThHLl nox faerictBueM ABK (Sreeni-
vasulu et al., 2012; Agurla et al., 2018). [IpeamurecTBeHHUKOM
ABK ciyXuT 9'-yuc-HEOKCAaHTHH, U €€ MOBBILICHHBIA CHHTE3
B OTBET Ha CTPECC MOXET COIPOBOXKAATHCS CHIKEHHEM CO-
Jiep KaHusl BaKHBIX Ui (DOTOCHHTE3a KCAaHTO(UIIJIOB BHO-
JIAKCAHTWHOBOTO IIMKJIA, YTO IIPUBOANT K CHIKEHHIO CKOPO-
ctu porocuHTesa (Nakashima, Yamaguchi-Shinozaki, 2013;
Yamori et al., 2014; Chen et al., 2020; Xu et al., 2023). IIpu
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Harris, 2013), xotopsie Bkitogator Oenmku cemeiictea LHC,
cBsi3bIBaronye xnopoduiuisl a/b n kaporuaonas! (Klimmek
et al., 2006; Li et al., 2025). U3yuerne reHoB LHC, Takum
00pa3om, BaXXHO /ISl OCMBICIICHUSI X POJIM B OTBETE Ha XO-
JIOZIOBOM CTPECC ¥ OMPENENEHHS] XOJIOJOCTOMKOCTH PACTEHH.

[MockonbKy UMEIOIINECs CBEJICHUS 0 TeHax S. [ycopersicum
LHC paznstes (Lan et al., 2022; Meng et al., 2025), nepBsiM
9TarnoM paboThI CTajIa MACHTU(HUKANHS TEHOB 3TOTO ceMeiicTBa
C HCIIONIb30BAHUEM YNOMSHYTHIX ITyONUKalMi M CBEJCHUIH
ren6ankoB (SolGenomics u NCBI). ITomyuennsle Hamu pe-
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M.A. OuntownH, A.B. LLleHHVKOBa
E.3. Kounesa

Carotenoid biosynthesis

PSY1 0.68 1.02 1.19 1.09
PSY2 0.76 0.95 0.76 0.95
PSY3 1.18 1.00 1.00 1.00
PDS 1.21 1.18 1.86 1.11
PDS 0.79
CRTISO 0.54 0.88 0.81 1.11
Z-1SO 0.96 0.78 0.97 0.90
ZDS 1.58 0.76 1.26 0.97
Crtl-e-1
LcyB 0.35 0.89 0.43 1,25
LCY1 0.99 0.88 1.09 1.23
NSY 4.47 1.02 1.90
D27 0.97 0.38 0.86
CrtR-b1 0.45 1.16 0.46 0.84
CrtR-b2 0.76 0.44 0.95 0.54
ZEP 1.09 0.88
ZEP 0.79 .27 0.98
VDE 0.51 2.27 0.97 1.28
1-12 1-48 11-12 11-48
Strigolactones, ABA
ccb7 1.00 1.00 1.00 1.00
CCD4 1.60 0.84 0.26 0.80
LeCCD1A 1.89 1.12 1.35 1.04
LeCCD1B 0.38 1.07 0.58 1.02
CCD-like 2.35 1.00
LeNCED1 2.09 4.91 0.66
NCED2 1.39 4.20 1.29
NCED6 1.00 1.00 0.38
-12 1-48 11-12 11-48
OR, SGR
OR 0.47 0.95 0.39 0.87
OR-like
SGR
SGR-like
SGR1

1-48

2026
30-6

XonopoBana akKNMMaTK3aUnMs ToMaTta cBA3aHa ¢ reHamu SILHC
1N MeTabosIM3MOM KapOTUHOMAOB 1 XN0poduinos

e 0.00
LOC543988 I

LOC543964
LOC101267734
LOC544073
LOC101244544
LOC101267857
LOC101253762
LOC543629
LOC544129
LOC101267662
LOC544104
LOC543649
LOC101266539
LOC544133
LOC544297
LOC101252420
LOC544162
LOC543696

1.00

i Makcrmym

LOC100313501
LOC101250535
LOC543935
LOC544269
LOC101255364
LOCS544163
LOC100316877
LOC101246826

LOC101244466
LOC101247247
LOC101260158
LOC101258237
LOC778212

Puc. 4. TennoBas KapTa M3MeHEHNA SKCNpeccum reHoB buocnHTesa KapotuHoungos, CIT1 n ABK, a Takxe reHos OR 1 SGR
B JINCTbAX pacTeHMA TomaTa copTa OTpaaHbIi B OTBET Ha ABa urkna (I, 1) «xxonogoBoe Bo3fencTare — BOCCTaHOBIEHMEY.

MocTpoeHO No NosTyYeHHbIM HaMU TPAHCKPUMNTOMHbBIM JaHHbIM Ana Touek I-12, [1-12 (KoHew cTpecca) u 1-48, 11-48 (BoccTaHOBUTENbHbBIN

nepuog).

3YABTATHI OTIMYAIOTCS KaK IO KOJHMYECTBY, TAK U 110 COCTABY
cemeiictBa LHC (cm. Tabmuiry) ot nccrnenoBannii (Lan et al.,
2022; Meng et al., 2025), 3aelicTBOBaBIINX TOJIBKO 0azy
SolGenomics. Hamm ganHBIC TPEICTaBIAIOTCS HAM Hanboee
JIOCTOBEPHBIMH, TIOCKOIBKY BepuuimpoBansl B 6aze NCBI,
TJIC TIpe/ICTaBIICHA camast TIOCIICIHSSI Ha CETOMHS BEpCHsI Te-
HOMa S. [ycopersicum (ot 2024 1. vs. 2019 1. B SolGenomics).

C yderoMm y4actus B (POTOCHHTE3E KAPOTHHOHIOB, B CITH-
COK IICTICBBIX TEHOB OBIITH TAK)KE BKITFOUCHBI H3BECTHBIC TCHBI
myTn MetabonmiMa kapotuHonnos (ElShamey et al., 2025)
resbl SGR u OR, cBsI3aHHBIC C JIETpajallueii XJI0po(HILIOB
(Pietrzykowska et al., 2014) u cuHTE30M XJIOPOPHUILIOB/Ka-
porunonaoB (Tee, 2019; Gao et al., 2025) cooTBeTCTBEHHO
(cMm. TabmuIy).

BriOpaB ams uccnenoBaHus X0MoA0CTOHKHI copt OTpan-
HBII, MBI TIPOBEITH J[BA MTOCIICIOBATEIBHBIX IIUKIA «XOIIOJ —
BocctanoBieHue» (I, II), kaxabrit U3 KOTOPHIX BKITFOUYAT
12-gacoBoe oxnaxaenue (3 °C) ¢ mocienyromeit 60-gaco-
BOI HHKyOAaImel B HOpMaNbHBIX YCIOBHAX (cM. puc. 1). TTo-
CKOJIEKY YPOBEHBb TPaHCKPUNTOB TeHOB LHC perymupyercs

mupkagaeivu putMamu (Piechulla et al., 1998; Meng et al.,
2025), MBI HCITOTH30BAJH TTAPAIIICITFHO BEIPALITIBAEMBIC TIPH
HOpMansHOH Temmeparype (23 °C) KOHTPOIBHBIC PACTCHUS,
CHMMasl TOKA3aHHs B AHAJIOTHYHBIX OTBITY TOYKAX.

W3mepenne conepskanns xiaopomioB a/b u KapoTHHOU-
JIOB B JICThSIX, COOpaHHBIX B KOHIE |2-gacoBoro crpecca
(I-12, II-12) u B mepuon BoccraHoBieHus (1-48, 11-48), mo-
Ka3ajo, 4TO KOJIMYECTBO BCEX AHAIM3MPYEMBIX MUTMECHTOB
3HAYUTEIHHO YMEHBIIMIOCH, HO TOJIBKO ITPH 3aBEPIICHUH BTO-
poro mukina (I1-48) (cM. puc. 2). DTo MO3BOISET IPeIIona-
rate Oonee 3(p(PEeKTUBHBIA OTBET pacTEeHHS HA TMOBTOPHBIN
XOJIOZIOBOM CTpEcCe 3a CYET BO3MOYKHOTO CHIDKEHHSI CKOPOCTH
(OTOCHHTE3a M YCHIICHHUS OCMOPETYISIIINK B COOTBETCTBUHU
¢ uccrenoBanusaMu (Sreenivasulu et al., 2012; Agurla et al.,
2018). To ecTh B IepBOM IUKJIIC B PACTCHUAX MOTIIO TPOU30UTH
3allOMHHAHNE CTpecca, KOTOPOe MPOCIIECKUBACTCS B TPAHC-
KPHUIITOMHBIX JJAHHBIX.

W3 Tex ke TMCThEB TOMaTa OBIIM TOMYYECHBI TPAHCKPHII-
TOMBI, @ 3aTe€M ITPOBEIICH aHAIN3 N3MEHEHHS SKCIIPECCUH 1ie-
JIEBBIX TEHOB (CM. Tabnwmiry): cemeiictBa LHC, MeTabonm3ma
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KapOTHHOHIOB, a Takke SGR n OR. OOHapyXeHHOE CHIKEHHE
YPOBHS TPAHCKPHUIITOB O0IbIIMHCTBA I'eHOB LHC 1 TIOIOBUHBI
reHOB OMOCHHTE3a KAPOTHHOMW/IOB B KOHIIE CTPECCOBOTO BO3-
nevicteus (I-12, 11-12) (cMm. puc. 3 u 4) mpenmnonaraer CHU-
KEHHE CKOPOCTH (POTOCHHTE3A B JINCTHSIX TOMATa B OTBET HA
XOJIOZI, TAK KaK CKOPOCTB ()OTOCHHTE3 MOJIOKUTEIIHHO CBSA3aHa
cakcnpeccueii renos LHC (Yan et al., 2023). C ocnabnennem
(oTOCHHTE3a MOXKET OBITH ACCOLMMPOBAHO U PE3KOE MOBBI-
LIEHHE B TeX e TOUKax skcnpeccun rena SGRI (cm. puc. 4),
YYacTBYIOIIETO B Aerpananuu xiaopodpmuioB (Pietrzykowska
et al., 2014), u camxenue skcnpeccun reva OR (cM. puc. 4),
TIOJIO’KUTENIBHO CBSI3aHHOTO C OMOTEHE30M XJIOPO(QHIIIOB U
pasButHeM THiIakounHeIXx MeMOpaH (Tee, 2019). B To xe
BpeMsl 3HAYUTEIbHOE MOBBILIEHHE B JUCThAX [-12 u II-12
skcnpeccun reHoB NSY, CCD-like, LeNCEDI w NCEDG (cwm.
puc. 4) nomyckaeT BO3MOXHOCTh yCHIeHus HapaboTku ABK
(ElShamey et al., 2025), cBsi3aHHOH € 3aKpBITHEM YCTBHI B
OTBET Ha X0J10/10B0# cTpecc (Sreenivasulu etal., 2012; Agurla
etal., 2018).

Panee ObI10 MTOKa3aHO, YTO YPOBEHb TPAHCKPHUIITOB I'EHOB
S. Iycopersicum LHC pacteT B mporecce aJanTaiun pacTe-
HUH ToMara K coneBoMy ctpeccy (Ikuyinminu et al., 2023).
HecoBnanenune ¢ Hammmu pe3ysbTataMy (CM. puc. 3) MOXKeT
OOBSICHATHCS KaK HCIOJIB30BAHUEM JIPYTOT0O CTPECCOBOTO (hak-
TOpa, TaK ¥ MPUMEHEHHUEM aBTOPaMH HCCIIEI0BAHMUS ONOCTH-
mynsara PSI-475 nepen nmonuBoM pacTeHHH COIEBBIM pac-
tBopoM (Ikuyinminu et al., 2023).

B pa6ore (Meng et al., 2025) Taxxe IPUBEICHBI 3HAYCHUS
IKcTIpeccuu TeHOB S. [ycopersicum LHC B OTBET Ha OTHOKpaT-
HbII 24-yacoBo# X0J1010BOM cTpecc. B uactHoCTH, MOKa3aHo,
4TO YpoBeHb TpaHckpuntoB rena SILhcb1.11 (LOC108491835)
nonwkaercst, a SIELIP1 (LOC101257109) noBslmaercst, 9To
MIOJTHOCTBIO COBIIAJIAET C Pe3ysIbTaTaMy HAaIIeTo aHaIu3a (CM.
puc. 3). SamamuuBanue SILhcbl. 11 v SIELIPI B pacTeHun
TOMara NPUBOIUT K CHIKEHHIO COJEp KaHHs XJIOPO(DHUILIOB,
HapymeHuo (OoTOoCHHTE3a 1 XonogocToiikoctu (Meng et al.,
2025), 9T0 CBHIETEIBCTBYET O Ba)KHON POJHM 3THUX T'CHOB B
ajanTuBHOM oTBete S. [ycopersicum. I1o HamIUM JaHHBIM,
reH SIELIP1 moxeT ObITh KaHIUJATOM B MapKephl CTPECCO-
BOM IaMSTH, TaK KaK MPOQHIb €ro IKCIPECCHN pa3IndaeTcs
MEXXIY NEPBBIM M BTOPBIM BOCCTAHOBHTEJILHBIMH TIEPHO/A-
mu (cM. puc. 3). [Tomumo SIELIPI, npu3HakaM MapKepoB
mamsta o crpecce (Friedrich et al., 2019; Béurle, Trindade,
2020; Jacques et al., 2021) cOOTBETCTBYET emIe Psiji TCHOB:
Cab-14, Cab-1D, CAB12, CAB5-LOC101257186, SEP2,
OHP2-L.OC101259223, OHPI n LIL3-2-LOC101247899,
VDE, CCD4, CCD-like, LeNCEDI n NCEDG (cm. puc. 3 u 4).

3aKnioueHune

B Hacrosmieit pabore BrepBbie MPOBEAECH TPAHCKPUIITOM-
HbIH aHanmu3 quddepennnansHoi sxcnpeccun reHoB SILHC,
FCHOB MeTaboJIM3Ma KapOTHHOUIOB U ICHOB, CBS3aHHBIX C
CHHTE30M M Jerpajaiueil XJaopo(uiuioB, B JHUCThIX pacTe-
HHUM XOJI0J0OCTOMKOIO T€HOTHUIIAa TOMaTa B Ipolecce JIByX IO-
CJIeIOBATENBHBIX ITUKJIOB («XOJIO0J — BOCCTAHOBJICHHE) ) BO3-
JIeUCcTBUs X0JloA0BOro crpecca. [lonyueHnsl cBUETEILCTBA
BO3MOYKHOTO CHHKCHUSI CKOPOCTH (DOTOCHHTE3a: YMCHBIIICHHE
COZICPIKAHUS XJIOPOPHIUIOB U KAPOTHHOHUIOB B KOHIIE BOC-
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Cold acclimation of tomato is associated with SILHC genes
and carotenoid and chlorophyll metabolism

craHoBieHus: Broporo mukna (I11-48) m cHmkeHHe ypoBHA
TPaHCKPHUIITOB OONBITMHCTBA TeHOB cemelicTBa LHC B KOHIIE
kaxaon craaun oxyaxaenus (I-12, 11-12). B Toukax 1-12 u
1I-12 BBIABIIEHO TaKXe MOBBILIEHUE YKCIIpeccun reHoB NSY,
CCD-like, LeNCEDI n NCEDG, 9T0 MOXET TOBOPHTH O BO3-
MOXHOM ycuiieHnn cuHTe3a ABK B 0TBeT Ha MOHMKEHNE TEM-
niepatypbl. Ha 0cHOBaHMM NMOTyYeHHOM ANHAMUKH SKCIIPECCHH
AHAJIM3MPYEMBIX TCHOB BBIJICTICH CIHCOK T'€HOB-KAHANIATOB
B MapKephl MaMATH PACTEHUH TOMaTa O XOJIOI0BOM CTpecce:
ZecsaTh TeHOB cemeiictBa SILHC v TSTh TEHOB, aCCOIMUPO-
BaHHBIX ¢ cuHTe30M ABK.
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