®EJIEPAJIBHOE I'OCY JAPCTBEHHOE YUPEX/IEHUE «®EJIEPAJIbHbBIN
UCCJIEJJOBATEJIbCKUI IIEHTP «®YHJIAMEHTAJILHBIE OCHOBBI
BUOTEXHOJIOI' Ml» POCCUMCKON AKAJIEMHH HAVK>»
(®UL] BUOTEXHOJIOI' U PAH)

Ha npasax pykonucu

brixoBa

Amnacrtacusa BinagumupoBHa

CTpPYKTYPHO-()YHKIIHOHAJILHAS XaPAKTEPUCTUKA T'€HOB, ONpPeIe ST FOIINX

yCTOHYMBOCTH KapTogeisi K X0J1010BOMY cTpeccy

CoeumnansHocTh: 1.5.7. 'eneTnka

Juccepranus

Ha COUCKaHHUC y‘ICHOfI CTCIICHU KaHAuaaTta OMOJIOTMYECKHUX HayK

Hay4HbIil pyKOBOAUTEND:
JOKTOp OMOJIOTHYECKUX HAYK, Mpodeccop

Kouunesa Enena 3aypoBHa

MockBa — 2026



OI'JIABJIEHUE
BBEIIEHIE........cciiiii ettt sttt sttt s e s bt e e s ee e s e et e ns e e e e e beeneesee et e enteaseeneenbeeneeeeneeeneeneas 4
TJIABA 1. OB30P JIUTEPATYPDL. ..ottt bbb e 8
1.1. Kpaxman. Metabonu3M Kpaxmaja B 3aMacaroliuX OpraHax U reHbl ero KOHTPOIUPYIOLIHE. ....... 8
1.2. KapTodenbHBIH KPAaXMAIT: CTPYKTYPA U CBOMCTBA. ..e.vveuvivierritisieesiesteastesiesseessesseessessessesseesseessens 17
1.3. X071040BBIi CTPECC U XOJIOI0BOE OCAXaPUBAHHUE KITYOHEH KAPTOMPEIIS. ..vvvvvveveereenrerieeneennenieenes 21
1.4. OcHoBHBIE (pepMEHTH META0OIN3Ma KpaxMaia U UX YIaCTHE B CTPECCOBOM OTBETE. ..........e..... 30
T'JTABA 2. MATEPUAJIBL Y1 METO/IBI ..ottt sttt sttt 53
2.1. PACTUTEIIBHBIA MATCDHAL 1.vveivveeveeseessresseesssessseeseessesssssssssasseesseessesssessssssnsesseessesssesssessssansessseens 53
2.2. Beigenenue JTHK, PHK u cHHTE3 KJTHK. ...ooooiiiiiiiii e 54
2.3. DHOXTMBYECKHUIM QHAITHB. ...vveivveessreessreressreessessssseessessssssesssessasssesssessssessssssesssesssssesssessnssesssessnses 55
2.4, TPAHCKPUTITOMHBIF QHAITHB. ... veeuveesteesueesueessreasseaseesseessssssseasseaseesseessessssesssesnseanseessesssesasnsanesnsenns 56
2.5. DKCIIPECCHOHHBIM QHAIHS. ...evvieuriereesteesieesiresireeseesreessessseeasne e st e sreesreesseessneasne e neenreesnesareeanneeneens 57
2.6. AMInuKaIus, KIIOHAPOBAHUE U CEKBEHUPOBAHHTE. .......veeuveerreesveerieesiressresseaseesseessesssesssseanneens 57
2.7. CTATUCTHUCCKUM QHATIHIZ. ..vveeuvreessreessrensssressssessassessnsessssssesssessnsssesssesssessssssesasessssssessessnssessssessnses 58
I'TTABA 3. PESVJIBTATBI U OBCYIKIIEHUE. .....c.oooiiiiiiiiie it 59

3.1. AHanu3 TPAaHCKPUIITOMHBIX U3MEHEHHH B KITyOHSIX KapTo(demns mpy IIUTETHHOM BO3/ICHCTBUU
XOJIOJTOBOTO CTPECCR. «+uteeureenteesreasreasseesseesueesunessseasseasseaseessesasseasseasseeaeeesbeeseseambeanbeenbeenbeesbeeasseanneannaens 59

3.2. U3smeHeHune copepikaHrs yrIIeBOA0B (Kpaxmaia, peayupyIOIINX caXxapoB) U JHHAMUAKH
AKCIIPECCUU TEHOB YTJIEBOJIHOTO OOMEHA B KIIYOHSIX COPTOB KapTo(dess Mpu JIIUTEILHOM X0JI0A0BOM
D013 (<3507 F TP T PV PR PP PPRPPR PSPPI 67

3.3. OmpeneneHre NaTTepHOB KCIPECCHUH IEHOB YIIIEBOAHOIO 0OMEHa B KIIyOHSX MATH COPTOB
KapToQes P JUTUTSITBHOM XOTOAOBOM XPAHEHHH. .....veeuverveesreresseesessesseessesseessessesssensesseessessesssennes 68

3.4. CTpyKkTypHO-QyHKIIMOHAJIbHAS XapaKTEPUCTHKA FeHa MHI'MOUTOpa aMuiia3 KIlyOHeoOpa3yroImx
BUTIOB KAPTOMECIIS. .ecuveveeutetesteeseesteestestesseebesseesesbesseesbesbees s e sbees s e b e she e s e eb e e st e neeeb e e s b e sbeebe e b e nbeenn et e anee e 73

3.5. Omnpenenenue cojiepaHus yriieBOJIOB U aHAJIU3 DKCIPECCUU reHa o-amuiiasbl StAmy23 B
OpPraHax W TKAHSX PACTEHUN COPTOB KAPTOMEIIS. ... euveervieteerueesiressressreaseesseesseesssessseaseesseesiesssnesnnesnns 86

3.6. I3meHenue cuHTE3a BTOPUYHBIX METAO0OIMTOB M SKCIPECCUN T€HOB, HX KOAUPYIOUINX, Y

KapTO(DEISt B YCIOBUIX XOJOIOBOTO CTPECCA. «...vveuureanreasreestesstreasseaseesseesseesssesssessessseessesssssaseansesnsenns 89
SAKITHOUEHUE ..ottt bbbt e bbbt bt bbbt e e b e nnis 113
CITUCOK JIATEPATYPDL.....ctt ettt b e nn e s 120

TIPMITIOTKEHUE ...t st sneenneas 147



3

CIIMCOK COKPAILIEHUH
ABK — a0ciu3oBas KkuciaoTa

IIP/PCR — nonmumepa3Has IeHAs PEaKIus

PB-IILIP — IIL[P B peanibHOM BpeMeHHU

T® — TpaHCKPUNITMOHHBIN (HAKTOP

AT® — aneno3untpudocdar

CIS — xonomosoe ocaxapusanue (cold-induced sweetening)

RFLP — monmumopdusm amunsl pectpukiinonusix pparmentos (Restriction Fragment Length
Polymorphism)

AFLP — nonmumopdusm aaunbel pectpukiinonusix Gparmerros (Amplified Fragment Length
Polymorphism)

QTL — moKyc KOMHMYECTBEHHOTO NMPU3HAKA

LTP — 6enku-nepenocunku munuaos (Lipid Transfer Proteins)

SNP — ognonykieoruansiii monumopdusm (Single Nucleotide Polymorphism)

SWIN - knerounas uuBeprtasa (cell wall invertase)

DEG - muddepenunansro sxcnpeccupyembie rersl (Differential Expressed Genes)

II.H. — [1apa HYKJICOTUIOB

T.II.H. — TBICAY ITap HYKJICOTU OB
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BBEJIEHUE
AKTYaJlbHOCTh M CTelleHb Pa3padOTaAaHHOCTH TeMbl HccieaoBaHusi. Kaprodens

Solanum tuberosum L. — mmpoko KyJbTHBHpYeMas IMPOJOBOJILCTBEHHAsI KynbTypa. Hamuuue

Kpaxmajia B KIyOHSX KapTodelns OIpeaenseT €ro HCIoib30BaHHEe B KayecTBE IHIIEBOMH,

KOPMOBOM W TEXHHUYECKOW KYyJbTYpbl. XpaHEHHEe KIyOHEeH KapTodens TIpu HHU3KHX

TEMIIepaTypax SBISIETCS HEOTHEMJIEMON YacThlO MOCIEyOOpOUHON OOpabOTKM KYJIBTYPHI JUIS

MPOJUICHUSI CPOKA XPAHCHUS, YMEHBIIICHHS TIPOpacTaHus W THHECHUS. B ycioBusx PO xiyOoHH

O0OBIYHO XpaHATCSA B KaprodenexpaHwiuniax npu temmneparype 3-5°C nmo 6-8 mecsies, 4To

ompenesseTcss BpeMeHeM cOopa KIyOHeH (CEHTAOPh-OKTAOPh) U MOCAJAKU B CICIYIOIIEM CE30HE

(ampenp-mait). Ilpu 3TOM TakoW UIMTENBbHBIA XOJIOJAOBBIA CTPECC BBI3BIBAET HAKOILJICHUE

penyHHpYIONIMX caxapoB (TNIIOKO3BI W (DPYKTO3bI) B KIIYOHSX, Ha3bIBAEMOE XOJOIOBBIM

ocaxapuBanueMm (CIS), 4To 3HaYMTENHbHO YyXyALIAET TOBAapHbIE M MUTATEJIbHBIE CBONCTBA
kiyoueit kaprodens (Chen et al., 2012; Zhang et al., 2017). BonbuIMHCTBO HCCIIEIOBAHUI

W3MCHCHUH B KIYyOHSX KapTodels Mpu ISHCTBUU HU3KUX TEMIIEPaTyp IO MPOJIO0KATEITBHOCTH

He npesbimano Tpex mecsaieB (Menendez et al., 2002; Lin et al., 2019; Eroposa u np., 2023;

Zhang et al., 2024; Cui et al., 2025). OxHako HCCIEIOBaHHI MOJEKYISIPHO-TEHETHUECKIX

U3MEHEHUH, KOTOpbIE TMPOUCXONAT B KIYOHSX Tmpu Oojiee UIMTEIBHOM XpaHEHUH,

COOTBETCTBYIOIIIEM IO JUIMTEIBHOCTH XPAaHEHHIO B KapTOQeleXpaHWJIHIIE, MPAKTHUYECKH He

poBoAMSIOCh. OTIENbHBIN UHTEPEC TAKXKE MPEICTABISET U3yUEHHUE BIUAHUSA KPaTKOBPEMEHHOIO

XOJIOJIOBOTO CTpecca Ha MOJOJble pacTeHHsl KapTodemns, 4TO 4acTO MPOUCXOIWT BO BpeMs

BECEHHUX BO3BpaTHBIX MoXoyuoAaHuid. [lodToMy mOHMMaHHE MONEKYIIPHO-TEHETHUYECKUX

MEXaHM3MOB, JIe)KallluX B OCHOBE BIIUSHUS XOJOJOBOIO CTpecca, SIBISIETCS BaXKHOM HaydHOU U

IpaKTHYEeCKOM 3amaueil. B cBA3M € 3TUM CTPYKTYpHO-(QYHKUIMOHAJIBHBIM aHAIW3 TE€HOB,

OTIPEACIISAIONINX YCTOWYMBOCTD KapTodes K XO0JI0JOBOMY CTPECCY, KpaitHe aKTyaTbHBIM.

Heabio padoThl SBISIETCS KOMIUIEKCHOE HCCIIEOBAHME MOJIEKYISPHBIX MEXaHHU3MOB
aJlanTalnuy KapToQens K X0J0I0BOMY CTpecCy, BKIIIOUasi CTPYKTYpHO-(YHKIIMOHAJIBHBIA aHATIN3
FEHOB yIJIEBOJHOTO OOMEHa M OHOCHHTE3a BTOPUYHBIX META0O0IMTOB (KapOTHHOU[BL,
aHTolMaHbl). J{71s JOCTM)KEHUS JTaHHOMW eI OBLITH MOCTaBJICHBI CIEAYIONIUE 3a1aUH:

- TPOBECTH TPAHCKPUIIIIMOHHBIA aHalW3 JJis OIpeNeJeHHs] OCHOBHBIX TPYI TEHOB,
U3MEHSIOIINX JKCIPECCHI0 B KIyOHSX KapTodernss B OTBET Ha JUIMTEIBHOE XOJIOAO0BOE
BoznelictBue (+3°C, 7 mecsIieB);

- ONpeneluTh HM3MEHEHHUS COJepKaHus YrieBoJOB (Kpaxmana, caxapoB) W BTOPUYHBIX
MeTaboNMUTOB (KapOTUHOWBI, aHTOIMAHBI) B KIYOHSX DPa3IMYHBIX COPTOB KapTodemns mpu

JUTUTEIIBHOM HU3KOTEMIIEPAaTYPHOM CTpECCe;



- ONpEACNUTh M3MEHEHHUs MpoQuiIell SKCIPEeCCHH T€HOB YIJIIEBOAHOrO oOMeHa M OMocHHTE3a
BTOPUYHBIX META0OIUTOB B KIIYOHSX M JIMCTHSIX COPTOB KapTOoQess B OTBET Ha JUTUTEIbHbIN U
KPAaTKOBPEMEHHBII TEMIIEPaTYPHBIH CTPECC; YCTaHOBUTH BO3MOXKHBIC KOPPEISIHMH MEXIY

COIACPIKAaHHUEM YITIEBOOOB U BKCHpeCCHCﬁ I'€HOB YIJIEBOJHOI'O O6M€Ha;

MIPOBECTU CTPYKTYPHO-(PYHKIIMOHAIBHYIO XapaKTEPUCTHUKY T€HOB aMuia3, UX UHIHOUTOPOB, a
TaKe FeHOB OMOCHHTE3a KAPOTUHOU/IOB U @aHTOIIMAHOB Y BUJIOB U COPTOB KapToders.

Hayqﬂaﬂ HOBHU3HA pa6OTBI 3aKJIF04acTCA B TOM, 4YTO:

BIIEPBBIC OBUI MPOBEJCH TPAHCKPUNITOMHBIA aHAIN3 KIyOHEH KapTodels NMpu JTUTSIHHOM
xonogoBoMm ctpecce (+3°C, 3,5 u 6,5 mecsien);

- BIIEpBBIC OBLIO OMPEEICHO U3MEHEHHE COJIEP>KaHUsl OCHOBHBIX YIIIEBOJOB (Kpaxmall, caxapa)
U BTOPUYHBIX METa0OMUTOB (KapOTMHOW[BI, AHTOIMAHBI) B KIYOHSX KapTodens mpu

JUTUTEIIBHOM X0Jiof0BoM cTpecce (+3°C, 4 u 7 mecsues);

BIIEPBBIE OBLIM OMPE/ICIICHBI MaTTEPHBI IKCIPECCHH OCHOBHBIX T€HOB META00IM3Ma KpaxMana u
OMOCHHTE3a KapOTWHOWJOB M AaHTOIMAHOB B KIYOHAX W JHUCTBIX Kaprodens mpu
KpaTkoBpeMeHHOM (+3°C, 484) u anutenbHOM X0n040BoM ctpecce (+3°C, 4 u 7 mecaieB);

- BIEpBbIe OBUIM OXapaKTepU30BaHbl TEHBI 0-aMHJIa3 W MHTUOMTOPOB amuiias, TEHOB

($UTOMHCHHTA3 ¥ TEHOB OMOCHHTE3a AaHTOIIMAHOB Y BHJIOB U COPTOB KapTOQers.
Teopernueckasi U NpaKkTHYecKasi 3HAYUMOCTb paboTel. OmpeneneHbl coaepKaHue

YIJI€BOJIOB, KAPOTUHOUIOB M aHTOLIMAHOB B KIYOHSX M JHUCTHSIX KapTodelns Mpu BO3ACHCTBUU

XOJIOZIOBOTO CTpecca, OCOOCHHOCTH TPAHCKPUIIMHM T'€HOB YIJIEBOJHOTO OOMEHa M OMOCHHTE3a

BTOPUYHBIX ~ METAaOOJMTOB TPH  CTPECCOBOM  BO3JEHCTBHM, JaHA WX CTPYKTYpHO-

(GyHKIMOHATBHAS XapaKTepUCTHKA y BUAOB M COPTOB Kaprodens. Pesymprathl paboTHI

MO3BOJISIOT MPOSICHATh MEXAHHW3MBl aJalTalud KapToens K XOJIOJOBOMY CTPECCY M MOTYT

CTaTh OCHOBOHM CO3JJaHMS MOJIEKYJSIPHBIX MapKepOB, OMPEAEISAIOININX YCTOHUYHMBOCTH COPTOB K

XOJIOJIOBOMY OCaxapHuBaHHIO. BbIsiBieHHBIE ajuienbHble BapuaHThl (komOuHammu SNPs) rena

StAl MoryT OBITH UCTIONB30BAHBI JIJISI MOJICKYJISIPHON TTACTIOPTH3AIUH COPTOB KapToders.

MeTomoJiorust 1 MeTO/Abl HcCaeT0BaHUA. MEeTOIOIOT s HCCIEeIOBaHNSI OCHOBaHA Ha

TPaJUIIMOHHBIX U COBPEMEHHBIX METOMKaX. B paboTe ncnoabp30BaHbl CIeIyIONEe METObL:

- METO/Ibl OMOXMMHUYECKOT0 aHan3a (CeKTpo(OTOMETpUS: COJepKaHue Kpaxmaia, TITFOKO3HI,

caxapo3bl, (PPYKTO3bI, KAPOTHHOHIOB, AaHTOITHAHOB);

- Meronabl MojekynspHoro ananu3a (Beiaenenue JIHK (cormacHo Puchooa et al, 2004 ¢

JIOTIOJTHUTENbHON Jenpotennu3anueii), Boiaencane PHK/k/JHK (RNeasy® Plant Mini Kit;

RNase Free DNase | Set), I[P u TP B peanpHOM BpemeHH, KiIoHUpoBaHUE (BekTop pDrive

Cloning Vector), npuroroBienne OuOMMOTEK i TpaHckpunrtoMmHoro aHaimm3a (NEBNext®

MRNA Library Prep), cekBenupoBanue mo Caurepy);



- ononHpopMaTuIecKue METO/IbI (mporpamma MEGA 7.0 (BbIpaBHUBaHUE
MOCIIEAOBATEIPHOCTEH, CTPYKTYpHBIM M (PHIOTCHETHYECKUI aHallu3 TEeHOB U OEIKOB),
nporpamma PROVEAN (mpenckazanue BIHMSHUS aMUHOKHCIOTHBIX 3aMEIICHHI), Iporpamma
GraphPad Prism v. 8.02 (o6pabotka pe3ynsratoB IIIIP-PB), mporpamma Phyre2 (nmpenckaszanue
BTOPUYHBIX/TPETUYHBIX CTPYKTYp Oeinka), 06a3bl manHeix NCBI-CDD, UniProt, MEME 7.0.26
(aHamu3 JOMEHOB, caiiToB W MOTHUBOB Oenka), 0a3el maHHbIX PlantCARE, PLACE (mowmck
PEryJIATOPHBIX AJIEMEHTOB).

IloJ10:xeHNs1, BBIHOCUMBbIE 32 3AIIUTY:

- TpH JUIMTEIIFHOM XOJIOJOBOM BO3ACWCTBUM HamOoyee CYIIECTBEHHBIC H3MEHEHHS
TPAHCKPHUIILIMOHHON aKTUBHOCTHU T'€HOB B KIYOHSIX KapTOoQes MPOUCXOIAT B IEPUO]T TIEPBHIX 3,5
MECSIIIEB;

- rensl yaunoprepoB SWEET (SWEET 10, 12 u 15), rmtokan su10-1,3-B-rmroko3unas 8 u 13, a-
raiakro3unasel 3 (AGAL3), ramakryponosun Ttpanchepassr 8 (GAUT8), dpykroso-1,6-
oudocdarassr (FBPase), pochormokandocdarazsr (DSP4) ygacTByroT B 0OTBETE Ha XOJIOIOBOU
cTpecc B KIyOHsX KapTodens;

- IOCJIEIOBATENbHOCTH reHa HHruouTopa amuias Al y 06pa3iioB JUKOpacTyIIUX BHAOB U COPTOB
KapTodelsi BEBICOKO BapHaOebHbI;

- TPAHCKPHIILIUS BCEX TpeX TeHOB guromHcuHTa3 StPSY akTuBupyercs B JIHUCTBHIX KapTodelns B
OTBET Ha KPaTKOBPEMEHHBII X0JI0I0BOI1 cTpecc;

- YPOBEHb TPAHCKPUNTOB 16 reHOB OMOCHHTE3a KAPOTUHOUJOB B KIIYOHSAX COPTOB KapTodeis B
JTMHAMUKE JUTUTEITHHOTO XOJIOJIOBOTO CTPECcCa Pe3KO CHIDKACTCS B TIEPHOJ] MEPBBIX 3,5 MecsIeB
CTpecca, 9TO KOPPENUPYET ¢ M3MEHEHNEM COJIepKaHMs KApOTHHOUIOB.

Amnpobanusi pe3yJbTatoB padorbl. Pesynbrartel paboTel npexacrasieHsl HAa V u VI
BaBunosckoit mexxayHaponHoit koHpepenuun (Canxt-IlerepOypr, 2022, 2024), 26- u 28-oi
[TymuHCcKo# miKoje-KoH(pepeHIMH MONoAbIX yueHbIX «buonorus-nayka XXI Beka» (IlymuHo,
2023, 2025), VII u VII mexnynaponusix HayuHbIx koH(epeHuusax PlantGen (Kazanb, 2023,
Hosocubupck, 2025), VIII cvezne BI'uC (Caparos, 2024), HayuyHO-ITpaKTHUECKON KOH(pEpEeHIINN
«'EHETHUKA 2025» (Mockaa, 2025).

IMy6nmkanuu pe3yJbTaToOB Hccael0BaHMi. Pe3ynbraTtel paboThl OmyOIMKOBaHBI B 7
HAy4YHBIX CTaThAX, HHIAEKCHpyeMbIX B Web of Science u Scopus u pexomengoBanHbix BAK PO.
Pab6ota Bemonaena npu noanepxke @HTII pa3sutus cenbeckoro xo3siicta PO wa 2017-2025
rT. (moxamporpamma «Pa3BuTHe ceneknMM W CeMEHOBOACTBa Kaprodens B Poccuiickoit

Deneparuny).



JIMYHBIH BKJIAJ COMCKaTe . Pe3ynbTaThl IOJIIy4EHBI JIMYHO COUCKATENIEM WM IIPU €0
HermocpeAcTBeHHOM y4yacTuu. CouCKaTeleM CaMOCTOATENbHO OBUIM  MPOaHATU3UPOBAHBI
JUTEpaTypHbIE JaHHbIE N0 TEMAaTUKE MPOBOAMMOIO HCCIEIO0BaHMS, IIPOBEICHBI J1aOOPATOPHBIE
UCCIIeIoBaHUs U 00pabOTKa MOJyYeHHBIX pe3yabTaToB. COBMECTHO ¢ HayUHBIM PYKOBOJIUTENIEM
OCYILIECTBIISIaCh IOCTAHOBKA L€ U 3a/1a4 U IJIaHUPOBAHUE SKCIIEPUMEHTA.

Ctpykrypa U 00beM padorsl. Juccepranus uznoxena Ha 156 cTpanunax, Biovas 4
Tabnuiel U 44 pucynka. COCTOMT M3 BBEJEHHUS, OCHOBHOW YacTH, 3aKITIOUYCHHS, MPUIIOKCHHH,

criicka nurepaTypsl (BkiatodaeT 310 HCTOYHUKOB).



I''TABA 1. OB30P JIUTEPATYPbI

1.1. Kpaxmaja. Meradosu3M KpaxMaja B 3alacalliUX OPraHax M TreHbl ero
KOHTPOJIUpYIOIIHe.

Kpaxman mpencraeiasier co0oi  HEpacTBOPHMBIM HECTPYKTYPHUPOBAaHHBIH  YIJIEBOJ,
COCTOSALINH U3 MOJIMMEPOB O-IIIOKO3bl. Kpaxmail siBjIeTCsl OCHOBHBIM 3aI1acarolliiM YIIeBOJOM
pacTeHH ¥ CHHTE3UPYETCSs BCEMH 3€JCHBIMH PACTCHUSMH IS HAKOIUICHUS SHEPTHH,
BbIpabaTheiBaeMoii B mpouecce GorocunTe3a. C TOUKM 3peHHs (PU3HOIOTUN BaXKHO, YTO B CIIydae
KpaxMmaja SHEprusi HakarmmBaeTcsi B ocMoTmuecku uHepTHOM (opme (Cenci et al., 2014).
SBnAACE  OCHOBHBIM  IOJMCAaXapuIoOM  JUIsl  XpaHEHWs, KpaXMaJl  HaKaIUIMBaeTCs
NPEUMYIIECTBEHHO B KIYOHSIX, KOPHAX M CEMEHAaX PACTEHHH Ba)KHBIX CEIHCKOXO3SICTBEHHBIX
KYJIBTYp, UCIIOJIB3YEMBIX BO BCEM MHpE B KaueCTBE OCHOBHBIX IpoaykToB nutanus (Tester et al.,
2004). B 3aBHCHMOCTH OT OMOJOrMYEeCKUX (DYHKIMH, KpaXMasl 4acTo MOJpAa3ZessioT Ha JBa
TUIA: KpaxMajl BPEMEHHOTO XpaHEHUs, TaK Ha3blBaeMbl TPaH3UTOPHBIN (transitory starch) u
3armacHOW WM pe3epBHBIN Kpaxmain (storage starch). TpaH3UTOpHBIN Kpaxmaa CHHTE3UPYETCS B
KJIeTKax (POTOCHHTE3UPYIOMINX TKaHEH B CBETOBOW MEPUOJT M pa3jiaracTcs B TEMHOBYIO (asy ais
HOJ/Iep)KaHUs KIIETOYHOro MeTaboIu3Ma. 3aracHoi Kpaxmall CHHTE3UPYEeTCsl U HaKarIuBaeTcs B
HedotocunTeTnueckux TkaHax (Cenci et al., 2014; CepreeBa u np., 2022). PemoOunu3amus
KpaxMayia TpOMCXOJUT BO BpEMs MPOpacTaHMs, POCTa BCXOJOB U T.I., KOrga (OTOCHHTE3 HE
MOYET YJIOBJIETBOPHUTH MMOTPEOHOCTH B HEPTHHU B YIIIEBOJAX JJIsi OMOCHHTE3a APYTHUX MOJIEKYIL.
3amacHoit kpaxman coctasiseT 10 70% cyxoro Beca 3epeH 371aKkoB M KopHeil kaccaBsl Manihot
esculenta Crantz (Lafiandra et al., 2014). ViMeHHO 3amacHOi Kpaxmal ynoTpeOiseTcss B MUILY
YeJI0BEKOM M HUCIOJIb3YeTCs B poMbInuieHHbIX 1ensx (Tester et al., 2004).

OyYHKIIMOHAIBHO KpaxMall MOXXHO pacCMaTpHUBATh KakK MOJIHCAaXapHuJl, CHHTE3UPOBAHHBIH
croco0oM, 00ecreurBaloLIIM €ro 10cTaTOYHO ObicTpoe U 3ddexTuBHoe pacuienienue. C 3Toi
TOYKU 3pEeHHs OMOCHHTE3 KpaXMaJIbHBIX TpaHys MpEeACTaBiIseT cBOeoOpa3HbI OalaHC MEXIY
3¢ (EeKTUBHON YNAKOBKOM TIJIIOKAHOBBIX IIETIEH M BO3MOXHOCTBIO OBICTPOIO pa3pylIEHUs 3THUX
ctpyktyp mipu paznoxkenun (Pfister and Zeeman, 2016). VY 3epHOBBIX, O0O0OOBBIX U
KJIyOHEBBIX/KOPHEIUIOAHBIX ~ KYJIbTypaX, TaKMX Kak Kaprodenb, TpaHylbl Kpaxmaia
CHUHTE3MPYIOTCS BHYTPH aMHJIOIJIACTOB B KJETKAaX OHHJAOCIEpPMa (3€pHOBBIE KYIbTYpHI),
cemsoieit (6000BbIe KyIbTYphl) WM NMAapeHXUMBbI (KIIyOHEBbIE U KOPHEIJIOJIHBIE KYJIbTYpPHI).
Pa3zMep m KOMMYECTBO KpaxMalIbHBIX TPaHYJ B aMUJIOIUIACTaX 3aBUCHUT OT BHAA PACTEHHS, B TO
BpeMs Kak pa3Mep CaMoro amHJIoNjacTa 3aBHCUT OT KOJMYECTBA XPaHUMOIO Kpaxmaia,
KOTOPBI B CBOIO OuU€pe/b 3aBHUCUT OT TUIIA TKaHU WIU opraHa pactenus (de Pater et al., 2006;

Shapter et al., 2008). B 3amacarornux opraHax BO BpeMs pOCTa KJIETOK aMHUJIOIIIACT OCTaeTCs



HETOBPEXKACHHBIM, OJJHAKO, KaK TOJBKO 3€PHO WM KIyOeHb HAaUYMHAIOT MpopacTaTh, MeMOpaHa
paspymaercs W (EepMEHTBI, OTBETCTBEHHBIE 3a  pacmajg  Kpaxmajga,  OCTalTCs
MMMOOMJIN30BaHHBIMU Ha TMOBEPXHOCTH TpaHyll I Hadana mpoiuecca rujgponusa (Shewry and
Morell, 2001; Evers and Millar, 2002; Shannon et al., 2009).

buocunTe3 kpaxmanma B Kaproderne mpeanojaraeT CKOOPAWHUPOBAHHOE JeiiCTBHE
HECKOJIBKUX KJaccoB (epmMeHToB M cyOcTpatoB. C Havama XXI Beka C HCHOJIB30BAHHEM
COBPEMEHHBIX MOJIEKYJIAPHBIX U OHMOMH(OPMALMOHHBIX METOA0B ObLIM C(HOPMUPOBAHbI
IPEJCTABICHUS O TeHHBIX M OEJIKOBBIX CETAX, ONPENeNIAIOIMUX IyTH MeTaboau3Ma Kpaxmania He
TOJIBKO Y MOJIEJIbHBIX BUJIOB PACTEHUM, HO U Y 3HAUMMBbIX CEJIbCKOXO3SIICTBEHHBIX KYJIBTYp, KaK
OJTHOJIOJIbHBIX, TaK ¥ JBYIOJbHBIX, B TOM 4mcie W kaproderns S. tuberosum (Pfister and
Zeeman,2016; Van Harsselaaret al., 2017; Lopez-Gonzalez et al., 2019; Tong et al., 2023, Li et
al., 2024; Shirani-Bidabadi et al., 2024 u 1p.)

Bbuto mokaszaHo, 4TO y pacTeHHH METa0OJIM3M Kpaxmalia, BKIIOYAIOMIWN OMOCHHTE3 U
pacmaj, TpoXOIUT MO aHAIOTUYHOMY ITYTH C YYaCTHEM CXOJHOTO HaOOpa TOMOJIOTHYHBIX T€HOB
U (GEepMEHTOB, BHE 3aBHCHUMOCTH OT BHUAA pAacTeHUM M OTIMUYUSA CcKopee MuUHOpHblE. Kak
pe3yabTaT ATUX  HCCIENOBaHMM, Hampumep, Yy Kkaprodems S. tuberosum  Gbuio
UJICHTU(PUIMPOBAHO M KapTUPOBAHO Oosiee 75 TEHOB, ACCOLMUPOBAHHBIX C META0OIM3MOM
Kpaxmajia, BKJIIOYas KpaxMaJICUHTa3bl, KpaxMaj-JE€BETBSIIME M KpaxMall-pa3BETBISIONINE U
dbepmentsl (Cnyruna u ap., 2018; Li et al., 2024; Ahmad et al.,2024). Ponp B metabonusme
KpaxMasia psja KIo4YeBbIX (epMeHToB, Takux kak AJlP-riaroko3onupodochopunasa,
HEKOTOPBIX KpaxMaJICMHTa3 M KpaxMai-pa3BeTBISIOMUMX (EPMEHTOB, OMNHMCAHA JOCTATOYHO
neranpHO (Tetlow et al., 2004; Tetlow and Bertoft, 2020), apyrue renbsl u Oenku
0XapaKTePHU30BaAHbI HEMOJIHO, OCOOEHHO MaJI0 U3BECTHO O PETYJSTOPHBIX O€lIKaX U MEXaHU3Max

perynupoBanus 6nocunresa (Cepreesa u 1ip., 2022; Ahmad et al., 2024).

1.1.1. BnocuHTe3 Kpaxmasna.

brocunTe3 kpaxmana npeacTaBisieT coO0M CIOXKHBIN U CTPOTro peryaupyeMblil mpoiiecc,
JUIsL  KOTOpOTO HEOOXoJMMa TPaBUJIBHO CKOOPJMHHPOBAaHHAs AaKTHUBHOCTH MHOKECTBA
depmenToB. [Iponecc cuHTe3a Kpaxmaia MOXKHO pa3[eluTh Ha HECKOJBKO MOCIEA0BATEIbHBIX
ATANoB, BKIIOYAIOIIUX: TPAHCIOPT caxapo3bl B 3alacaroliyie TKaHW, MPaiMUHT MOJIEKYJIbI
caxapo3bl M Hayajao CHHTE3a KpaXMaJbHBIX LENEH U UX yIUIMHEHHUE, PA3BETBICHUE U OKOHYAHUE
(dbopMHpOBaHUs TpaHyIIbl KpaxMaja U nocienayroiee GochopuanpoBaHue KpaxMalbHBIX LETei.

Axmueayus caxapa u pezynuposanue cunmesda. BUOCHHTE3 Kpaxmaia B 3alacaroliux
TKaHSX pPAaCTeHUI HAUMHAETCS C TPAHCIOPTUPOBKH Caxapo3bl U3 MECT CHHTE3a — XJIOPOILJIACTOB

JINCTBCB, B OPraHbl XpaHCHUS. ITocne cunTe3a (B mnmponecce (I)OTOCI/IHTC3E[) caxapo3a BbICTYIIACT B
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Ka4eCcTBE OCHOBHOI'O TPAHCIOPTHOTO caxapa, 3((EeKTUBHO MepeMenasch yepe3 CUMIUIACT WU
amoIuIacT B TKaHM 3aracarollliX OpraHoOB WM Ui AajbHeiiero pacuersieHus (Zeeman et al.,
2010; Bertoft and Blennow, 2016; Ciyruna u ap., 2018). B kimetku kiyOHs caxapo3a mornajgaeT
[0 amnoIUIacTy W B MEKKJICTHUKAX THUAPOJIU3YETCS aloIUIaCTHBIMH WHBEPTa3aMH KJICTOYHON
creakn (CWIN) c¢ oOpa3zoBaHueM TIIOKO3BI U (DPYKTO3BI, KOTOpBIC Jajee IONaJaarT B
UTOIUIa3MYy KJIETKH 3allacalolluX OpraHoB C IOMOUIbI0 Tekco3oTpancnoprepoB (Gle/H+
symporter) (Ruan, 2014) (puc. 1). B ciy4ae cummiacTHOro myTH JJisi TOCTaBKH Caxapo3bl B
KJIETKU HCHOJIB3YIOTCS caxapo3oTpaHcnopTepbl cemeiictBa yHunoptepoB SWEET. Jlanee c
MOMOIIBIO caXxapo30JUTHYECKIX GepMeHToB B caxapo3ocuHTassl SUS/SuSy u unBepraszsr CIN
MPOUCXOIUT pacman a0 GpykTo3sl U Y JJD-rmrokossl (Cepreesa u ap., 2022). Ha cerognsimHuii
JICHb TOJIHOCTBIO HE JI0KAa3aHO, YTO NPOMCXOTUT ¢ oOpaszoBasmieiics Y JdD-rimoko3oii. OHa,
IPEIOI0KHUTEIBHO, MOXKET Cpa3y MpeoOpa3oBaThcs B Tir0K030-1-hocdar G1P, unm cHadana
npeoOpasyeTcst B It0K030-6-pochar GO6P u manee B Bune G6P ¢ ncnonp3oBanueM Tpro30-6-
docdarHoro TpaHcmokaTopa nepeHocurcs B ammioruiact (Bahaji et al., 2014; Cepreesa u ap.,

2022) (puc. 1).

( dnooma | [ )
ADP+Pi _;6 — ATP Amunosa Amunonextui
= A ]
o VA sUs : '-:,‘E;"'issz
A —— Caxapoza ——>UDP-Glc G““E 57 s
> ><< oY UDPase ! ‘\i Phol
1 H
5 Ty GIP —— GIP
Gle  Fru Fonte [
lFK
Byt PGI2 5
FOP —s Gép— E— GéPﬂ)GlPﬂ)ADP»GIc
-~ ~
HK :
ADP-Gl¢ — » 3 ADPGle
T Amuiiorniacr )
uro3zons
\ J \ J
P HCYHOK 1 — Cxema cuHTE3a Kpaxmajla B 3allaCarolIux OpraHax (KJ'IY6H$IX) KapTO(I)eJ'IH.

YrieBoasl: Glc — rmoko3a, Fru — ¢pykrosa, GIP — rmoko3o-1-dpocdar, F6P — ¢pykTo30-6-
docdar, G6P — rimroko30-6-pochar, ADP-Glc — AJ/1d-rmroko3a, UDP-Glc — YV Id-rroko3a,
Tpancnopmepnvie denxu. ST — Tpancnoptep caxaposbl, NTT — AT®-AJI® antunoprep, GPT —
TPaHCIOKATOP IITI0K030-6-pocdara, BT 1L — Brittlel-momgo0HsIit Tpancmoprep.

@epmenmur. SUS — caxapozocuHrasza, Inv — wunBepraza, FK — ¢pykrokunaza, HK -
rekcoknnasza, PGl — ¢ocdormokonsomepaza, UDPase — VY]d-rmoko3zonupodocdopuiasa,
PGM dochormokomyraza, ATP ageHo3ut-Tpu-pocdar, AGPase AllD-
rimoko3zonupodocdopunaza, GBSS IpaHyJIOCBSI3aHHAs  KpaxMaJCHHTa3a, SS
KpaxMasicuHTaza, SBE — kpaxmanserBsimuii ¢epment, ISA — wnzoammnaza, PHO — a-
rnukandocdopuasa (ocHoBbiBasch Ha Bahaji et al., 2014, Cepreesa u ap., 2022) .
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[Tepenoc G1P u G6P B ammnorutact ocymectBisitor 0enku GPT1 u GPT2 - cnenmansHbie
TPAHCIOKATOPHI TIII0K030-6-pocdara (puc. 1). Tak kak OuocuHTe3 Kpaxmaina 3aBUCUT 0T AT,
TO BOKHYIO pOJIb Takke UrparoT ero oenku-tpanciokaropsl NTT1 u NTT2 (Tjaden et al., 1998;
Andersson et al., 2018). Takkxe, Ha OCHOBaHMHM TOJYYCHHBIX JaHHBIX, OBLIO BBIABHHYTO
NPENOI0KEHNE O BO3MOXKHOM JIOTIOJHHUTEIBHOM MYTH HMIOPTa TE€KCO3bl B aMUIIOIUIACTHI
KIyOHel kaprodens, BkIoyaromeM mnpsmoi TpancnopT (G1P), aHamormdHo TakoBOMY Y
Arabidopsis  thaliana L., XOoTs  KOHKpETHBI  OCIIOK-IIEPEHOCYMK B  Cllydae
S. tuberosum upenTuduuuposan He 66Ut (Malinova et al., 2020).

IlepBoii peakuueilt OHOCHHTE3a Kpaxmaja B aMWJIOIUIACTE SBIAETCS 0Opa3oBaHue
depmentom A J[D-rmrokozonupodocopmnazoii (AGPase) u3 rmokozo-1-pochara u ATD
AJld-rmoko3sr  (ADP-GIc) (Ball and Morell, 2003). Oo6pasyromumiicss mupodocdar PPi
pacueruisiercs nupodocdarazoii (PPase), 4To monoxxureabHO BIMSIET HA HAKOIIEHUE Kpaxmala
B KiyOHsx (George et al., 2010).

Cunmes yeneti amuno3vl u amuionekmuna. B cuHTe3e KpaxMallbHBIX IIETEH y4acTBYIOT
KpaxmancuHTassl (SSs), kpaxmanserssimue (SBEs) u kpaxman neserssuue ¢pepments! (SDBEs)
(CepreeBa u ap., 2022). Jlannele O6enku B OOJBIIMHCTBE CBOEM IMPEICTaBICHBI Pa3IMUYHBIMU
n30(pOopMaMu C OIMHAKOBOW Wi cxonHbIMU QyHKIMsAME (Pfister and Zeeman, 2016).

VYyinHeHue KpaxMallbHbIX LEeNed MNPOMCXOAUT B pe3yJbTaTe ACUCTBHUS (HDEPMEHTOB
KpaxmalcuHTaz SSs, KOTOpble KOAUPYIOTCA, IO MEHBIIeH Mepe, WIeCThI0 KilaccaMu
roMoJIOrHuHbIX TeHOB (SS1-6). Caxapo30CHMHTA3bl MOXKHO pPa3feuTh Ha JBa THIA, UCXOJS U3 UX
GyHKIIMI B CHHTE3€ KpaxMaJlbHbIX Lemned. ['panyno cBs3aHHble KpaxmaicuHTassl GBSS
KaTaJIM3UPYIOT CUHTE3 UTMHHBIX IIENel aMHiIo3bl, a CHHTE3 KOPOTKHX IeTield aMHIIOTIeKTHHA
ocymiecTBisioT KpaxmaicuuTasel SS (soluble starch synthases) (Pfister and Zeeman, 2016,
CepreeBa u jap., 2022). B kauectBe cyOcTpaTa KpaxmaicuHTa3bl wucrnonbdyior ADP-GIc,
npoayuupyemMbiii AGPase, 1 karanuzupyroT oOpa3oBaHHE HOBBIX TTMKO3WIHBIX CBSI3EH MyTeM
nepeHoca riaoko3Hbx pparmenToB ADP-Glc Ha HEBOCCTaHABIMBAIONIUN KOHEI] CYIIECTBYIOMIEH
o—1,4-TII0KaHOBOM IIEMH.

Ha cerogusniauii MOMEHT HE COBCEM MOHITEH MEXaHW3M HHHIIMALKMK 00pa3oBaHUs
rpanynbl Kpaxmana. Kak ObUIO ToOKa3aHO TpU HWCCIENOBAaHHHM TEPBOM CTaauu 0oOpa3oBaHUs
KpaXMaJIbHOM TpaHyJibl, HA4YaJIbHOM TOYKOW pOCTa SBIAIOTCS MalbTOOJIUTOCAXapHibl, H
o0pa3zoBaHNe KpaxMaJIbHOW TpaHyJbl KaTaqu3upyroTcs pactBopuMbiMu SS (SS4, SS5, SS6)
(Mérida and Fettke, 2021). B yanuHenuun ueneil HanOosiee 3HaAYMMBIMH SBISIIOTCS (EPMEHTHI
SS1, SS2 u SS3 (Pfister and Zeeman, 2016). Takke ObLTO MOKA3aHO, YTO CBSI3b MEXKIY

monekynamu ADP-Glc, SS-Genkamu u pactyiieil KpaxMajibHOH T'paHyJIOW OCYIIECTBIISETCS C
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MOMOIIBIO CrielanbHbIX Hampapistomux 6eaxkoB PTST1 u PTST2, koropsle, kKak MOKa3aHo A7
apabujoricuca, Takke BOBJICUEHBI B MHUITMAINIO (hopMUpoBaHus rpanyn (Seung et al., 2017).

ITockonbKy KpaxMalcuHTa3bl SS  HENPEpPbIBHO YAJIMHIIOT LENU aMWIO3bl U
aMUWJIONEKTHHA, Apyras rpymnmna — kpaxmanserssiue (epmentsl SBE ruaponusyror a-1,4-
TJIMKO3UIHBIE CBSI3U, oOpa3yemble Oenkamu SS v BBOJIAT OOKOBBIE OTBETBIICHUS, TOBBIIIAIOLIIE
pa3BETBICHHOCTh KpaxMalbHONW MojeKyiabl. SBE3 mpenMyliecTBEHHO CHHTE3MpYET JIMHHbBIE
OokoBbIe Lienu amuionektuHa, a SBE2 — kopoTkue, 4To B KOHEYHOM HTOre NPUBOAUT K
(GhOpMHUPOBAHMIO CIIOKHOKW pa3BETBIECHHOM CTpYKTYpbl U3 nuHerHou (Tetlow and Bertoft, 2020).

Pazeemenenue u oxkonuanue cospesanusi Kpaxmaivhou epanyivl. KiroueBbIM 3TalloM B
OCTAaHOBKE CHHTe3a M B (OPMHPOBAHMU KpaxXMaJIbHBIX TPaHyll SIBISETCS IpeoOpa3zoBaHUe
pa3BETBIICHHBIX TIJIIOKAHOB aMWJIO3bl M aMWIONEKTHMHAa B  (OpPMbI, NPUTOAHBIE IS
KpUCTANIU3AMK. DTOT 3Tall OCYLIECTBISAETCS C IOMOLIbIO TPEThEH IpyNIbl OeITKOB OMOCHHTE3a
Kpaxmaia — kpaxmai aesersiux ¢pepmentoB DBE (=SDBE) (Pfister and Zeeman, 2016).

Kpaxman neserBsmmie ¢epmeHTsl ISAS Kataau3upyrOT THIPOIH3 o-1,6-rIMKo3uaHBIX
CBsi3el aMHJIONIEKTHHA, TEM CaMbIM CHUMAIOT U30BITOYHOE BETBJICHHE KpaXMalbHOM rpaHyisl. Y
S. tuberosum 6buT0 BBIBIEHO HecKoJbKO H30(popMm StISA1, StISA2, StISA3, koTopsie MOTYT
00pa30BBIBATH F€TEPOMYJIBTUMEPHBIE KOMIUIEKCHI U YCKOPSITh (POPMUPOBAHNE KPUCTAIIIMUECKUX
cTpyktyp ammionekruna (Hussain et al., 2003).

Jlo xonua posib DBE ¢epMeHTOB (K KOTOPBIM IOMUMO U30aMUIa3 OTHOCAT U MYJUIMHA3BI,
y4acTBYIOIIME B pacmaje Kpaxmaia) He onpejesneHa. B 6MocuHTe3e aMUIIONEKTHHA Y4aCTBYIOT
nsa tuna DBE - m3oamumnasza (ISA) u nymnynanasa (PUL). IlomaBnenue x aktuBHOocTH ISA
MPUBOJIUT K 00pa30BaHMIO CHJIBHO Pa3BETBIIEHHBIX aMHJIONEKTUHOB, YTO CBUJIETENBLCTBYET 00 UX
KU3HEHHO BaXXHOW poiu B (OPMUPOBAHMM TMPABUIBHOM CTPYKTYypbl aMMWJIONEKTUHA U
KpaxMasbHOU rpanyisl (Bustos et al., 2004). IIpennonaraercs, uto umenHo PUL obecnieunBaet
yZlaJeHUs] HEMPAaBUIBHO PACIOJIOKEHHBIX BETBEH aMWIONEKTHHA. B HemaBHEM HcCCIeNOBaHUU
noadepkuBaiacb BaXHOCTh PUL Ui CHMKeHMs colaepKaHUs AaMWIOIEKTHMHA IIyTeM
Pa3BETBIIEHUS, YTO IPUBOJUT K YBEJIMUYEHHUIO COJEPKAaHUS aMUJIO3bl B KIYOHSX KapTodens mpu
xonmonoBoM ctpecce (Thakur et al., 2021; Castellanos et al., 2023). [Ipeanomnaraercs, uto DBE
y4acTBYIOT B CHHTE3€ Kpaxmaja, BBIIOJHIS "OUMIIAoUlylo" pojib, yOoupas U3 CTPOMBI
PacTBOPUMBIN TJIFOKaH, KOTOPBIM HE MPUKPEIUIEH K TpaHylie, a Takke akTuBHOCTh DBE moxer
OBITh CBSI3aHAa C YJAJIEHHEM HEMpPaBUIBHO PAaCIOJOXKEHHBIX OTBETBICHUN aMUIJIONEKTHHA,
00pa3yIoIIMXCsl Ha TOBEPXHOCTH pPACTYUIMX KpaXMalbHbIX TpaHyJ, KOTOpble MOIJH Obl
npensTcTBoBaTh (popmupoBanuto rpanyisl (Tetlow et al., 2004; Castellanos et al., 2023).

Dochopunuposanue kpaxmana. Kpaxmandochopunaspl (o-rmmkaH (pochopunaszen)

KaTaJU3UupPYIOT MEPEHOC IIIOKO3MWIbHBIX 3BeHbeB ¢ Glc-1-P Ha HeBoccTaHaBIMBAIOLIUIT KOHEI o
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1,4-cBs3annbix TnukaHoBBIX Imeneil (Pfister and Zeeman, 2016). HampaBneHue peakiuu
(6uocuHTe3 Win (pocoponus) 3aBUCUT OT OTHOCHUTENBHBIX KOHLEHTpAIMid CyOCTpaToB H
MPOJYKTOB B KOHKPETHOM KJIETOYHOM KOMIapTMeHTe. B HacTosdiee BpemMs AeHTU(DUIIPOBAHbI
nBa Tuna kpaxmaindochopunaz pacrennii: PHOL1 u PHO2, xoTophie J0KaIu3yl0TCsS B IJIACTH/IC
M IIATO30JI€ COOTBETICTBEHHO. Pasznmuuuble wHccaemoBaHus IOKasanu, 4ro Toapko PHO1L
y4acTBYeT B HAaKOIUICHHHM Kpaxmalia B 3alacarollMX OpPraHax MHOTHX BUIOB PACTCHUN MyTeM
[OJIEP KaHuUs 3aMacoB IUIACTHAMAIBLHOrO MajbrogekcTpuHa (Nakamura et., 2017, Merida and
Fettke, 2021; Shoaib et al., 2021). [Ipeanonaraercs, uto y apadunoncuca PHS1, romomnor Phol,
SIBIIIETCS. 9aCThI0O OCHOBHOTO Habopa (hepMEHTOB, yUaCTBYIOIIHUX B OOPa30BaHUM KpPaXMallbHBIX
rpanyn (Merida and Fettke, 2021). Tloka3ano, uto PHO1 moxeT 00pa3oBbIBaTh KOMIUIEKCHI C
Heckosnbkumu SS 1 SBE Oenkamu, TeM caMbIM BIIHSIS HAa CHUHTE3 KpaxMaia B SHIOCIIEpME 3epHa
HekoTophix 31makoB (Tetlow et al., 2008; Nakamura et., 2017). Cuutaercs, uro PHO1 neiictByer
Ha MTOBEPXHOCTHU T'PAHYII, Iie OH PochOopouTHIECKH U3MEHSIET CTPYKTYpY kpaxmana (Tetlow et
al., 2004; Jeon et al., 2010). Myrantsl puca Oriza sativa L. phol umenu 3epHa co CMOPIIEHHBIM
SHIOCIIEPMOM U OeJiecoit cepaIeBUHOM 13-3a O0siee MENKUX IpaHyll Kpaxmaia 1 0oJiee BEICOKYIO
JOJI0 KOpoTKuX 1eneil rimokana (Jeon et al., 2010). Taxxke nokazana pons PHOI B kimyOHsx
Oarara u kapTodens, ocooeHHo mpu xonoaoBom ctpecce (Fettke et al., 2012). IIpeanonaraercs,
YTO TPH XOJOJOBOM CTpecce B KIYOHSX KapTo(ess B YCIOBUSAX IMMOHWKCHHBIX TEMIIEPATyp
BbICOKasl KatanuTuueckas akTuBHOCT, PHO1 oGecnieunBaeT nonoiaHUTensHbINA (hochopunazHbii

nyTh OnocunTe3a kpaxmana (Fettke et al., 2012; Slugina et al., 2020; Merida and Fettke, 2021).

1.1.2. lerpaganus KpaxmaJja.

PasznokeHne kpaxmana SIBISIETCS YacThiO OOIIEro mporecca MeTaboyim3ma Kpaxmaia,
KOTOPBI B pa3HOH CTETEHU MPOUCXOJUT BO BCEX KpaxMaJcoepsKalux miactuaax. Jlerpanamnus
Kpaxmajia oOecreurBaeT pacTeHHe YIiIeBOJaMU W JHEprueil, HeoOXOAUMBIE Ml €ro pocTa U
Pa3BHUTHS, YTO OCOOCHHO BAXXHO B CIydae KpaxMaya 3amacarolliX OPraHOB, TAKUX KaK CEMEHa
uin KiIyOHu. BpUTO mMOKa3aHO, YTO pacTeHUs C TMOHWKEHHOW CIIOCOOHOCTHIO K Jerpajaluu
Kpaxmalia UIMEIOT CHHXKEeHHbIE TeMIbl pocta (Smith et al., 2005). Kak u B cnyyae ¢ mporiieccom
OWocHMHTEe3a Kpaxmala, OMHUCAHHOTO BBIIIE, OOJBIIMHCTBO (EPMEHTOB, YYACTBYIOIIUX B
MpOIleCCe PA3OKCHHS Kpaxmalla W3BECTHBI, HO JeTalid WX (QYHKIMOHUPOBAHUS U
PEryJIMPOBAHUS U3YICHBI HEJTOCTATOTHO.

Briaenstor nBa OCHOBHBIX dTama JAerpajallid KpaxManaa B aMHIIOIUIacTaX: WHHUIIHAIUS
pa3I0kKEHUS U PACHIETIEHHE aMUJIOTIEKTHHA IO KOPOTKUX JTUHEHHBIX MaTbTO-0JIMTOCAXAPUIOB,

KOTOPBIC paCIICIIIAOTCA 3aTEM 10 MOHOCAXapua0B MaJIbTO3EbI, INTFOKO3bI U MAJIbTOTPHUO3EI.
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OcHoBHBIMU (PepPMEHTAMU KPaxMallbHOTO THIPOJIH3a B 3aMacaloluX OpraHax SBIISIOTCS
amuiasel, Kpaxman  ¢ochopunazel  Pho, rimkaH-BomHble  aukuHazkl  GWD/PWD,
docdormukandocdaraszsl (LSF, SEX) (Smith et al., 2005; Streb and Zeeman, 2012; CepreeBa u
ap., 2022) (puc. 2).

[TockonbKy ammuiia3bl, OCHOBHBIE ()EPMEHTHI, PACHICTUIIOMNN KpaxMai, He B COCTOSIHUU
HETMOCPE/ICTBEHHO BO3/ICHCTBOBATh HA YIOPSAOYCHHYIO TMOIYKPHUCTAIMYECKYIO TOBEPXHOCTH
KpaXMaJIbHBIX TpaHyJ, WHUIMALWS pacrajga Kpaxmana 3arpyaHeHa. [lodToMy wHUIMAMS
Jerpajalii TPaHysl HauyuHaeTcss ¢ GochOopMIMpOBaHUs TIFOKO3HBIX OCTaTKOB aMWJIO3HBIX U
AMWIONIEKTUHOBBIX IEMeH, B pe3yabTaTe 4ero KpaxMaibHasi TpaHyjla CTAHOBUTCS 00Jiee PBIXJION

3a CYET MOBBIMICHHOW TUAPOPMILHOCTH, Jelias uX 0oJiee TOCTYIHBIMHU IS BO3/ICHCTBUS aMIIIa3.

' ~
> =
' Wt z =
vl = =]
H RN IS s |2
1 iV g7 = =
] \‘\‘( ‘E‘ T
i Kpaxmam“\y ) ) g
1
= b
Al & H 2
\y “Qcﬂ g
~$"<\‘:’/
“°<>°/' AMY3 GWD/PWD
® SEX4/LSF1,2
edl DBE(ISA3)
Ppa3BeTBIEHHEIE DBE(ISA3)  jnuueiinble
et mmmmmmmm—————————— S _—
TJIHKAHbI TJIHKAHBbI
DPEI1 Phol
!
\ B GG P Mexg—
TJIFOKO3A MAJIBTO3A

Pucynok 2 — Cxema ruipoin3a Kpaxmaia B KIIyOHSIX KapToders.

Glc — rmoko3a, G1P — rmoko3o-1-pochar, AMY — oa-amunaza, BAM — B-ammnaza, Al —
UHTHOUTOP amMmunas, GWD/PWD -  r1IuMKaH-BOIHBIE  JUKWUHA3HI, SEX/LSF -
docdormmrandocharazpr, ISA — m3oammnaza, DPE — 4-o-rmmkanorpancdepaza, MEX —
MaibT030- ¥ GICT — TIIF0KO30TPaHCIOPTEPHI.

lupponus rTpaHynasl HauMHAaOT BoaHble nukuHazel GWD u PWD  myrem
dochopmmpoBanust 1o C6- u C3-MOTOKEHUSAM TMOBEPXHOCTHBIX TIIFOKAHOB, MEPEBOIST HX B
0oJiee pacTBOPUMOE COCTOSIHHE. DTO KpailHe BaXHO ISl KpaxMmaj THApPOJa3, Mpexae Bcero -
ammna3 (BAM). bBonee Ttoro, Obuio noka3aHo, uTo (ochopunupoBaHue MOBEPXHOCTHBIX
TIIFOKAHOB TpaHyibl ¢ momomnisbio GWD mnoBbliaer epMeHTaTUBHYIO aKTUBHOCTH BAM-0enkoB
(Monroe, 2020). pyras mukuHaza, (pocdornukan-sogHas aukuHaza PWD, docdopunupyer

HUCKJIKOYUTCIBHO C3-H03HHI/II/I IIIOKO3WJIBHOTO 3BE€HA B aMMJIONEKTHHE. AHAJOTHYHO OBLIO
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MOKAa3aHo, 4To CHIKeHue 3kcmpeccun reHa StGWD kaprodens xoppenupyer co CHUXKEHHUEM
pa3lioKEeHUsT Kpaxmaja B KIYOHAX IIpU XOJIOZOBOM CTpecce. ODTO CBHICTEIBCTBYET O
[JIaBeHCTBYIOIIEH ponu uMeHHO (ochopunuposanus Oeaxkom GWD B pacnage kpaxmaina, Mo
KpaliHel Mepe, B KITyOHsIX 1 TUcThsax kapTodens (Orzechowski et al., 2021; Li et al., 2024).

Ha cnenyromeii craguu Aerpaganuyd KpaxMalbHBIX TPaHyJ MPOUCXOAMUT PACIICIUICHUE
nonucaxapuanbix nemneil. Ilocne axtumBanmm nukunazamu GWD u PWD, mpeoGpasyromumu
CTPYKTYpY aMUJIONIEKTHMHA W aMHJIO3bl, aMWIa3bl KaTaIU3UPYIOT MX pachaj 10 JUHEHHBIX
MaJlbTOOJNUIOCAaXapuaoB. XOTAd Kpaxmal MOXET pa3pylmiaTbCsi JBYMS MOYyTIMH —
TUAPOIUTHYCCKIM U (HOCHOPOIIUTUYECKUM, JAOMUHUPYIOIUM MEXaHU3MOM  CUHTAETCS
THJIPOJIN3, OCYIIECTBIISIEMBI (epMEeHTaMu aMuia3HOro kKomiwiekca (Zeeman et al., 2010).
Amunassl sgBisitotcs 1,4-a-D-rmrokaHoruaponazaMu U THAPOIM3YIOT Kpaxmall ¢ 00pa3oBaHHEM
MaJIbTOOJIMTOcaxapoB (TII0K03a, MallbTo3a, IEKCTpUH). Beigemsior 5k30- (B-) u sHmo- (0-)
ammiIa3bl. DK30aMHJIa3bl THAPOIU3YIOT HEBOCCTAHABIMBAIOIINI KOHEIl KpaXxMalbHOH e , B TO
BpeMs Kak JHJAO0AMWIA3bl THAPOIU3YIOT TIUKO3UIHBIC CBS3M BHYTPH MOJICKYJIBI Kpaxmala
(Kamon et al., 2015). o — amunaszel (AMY) AeliCTBYeT Kak Ha aMHIIO3Y, TaK U Ha aMUJIOTICKTUH U
MPOU3BOJIBHO OTCeKalT o-1,4-menb BHYTpU caxapHol 1emu 0e3 pazniuuus cyOcTpara.
-amunazel MPUBOAAT K THApoONM3y o-1,4-3BeHa Kpaxmalia, pachoyiOKEHHOMY PsJIOM C
HEBOCCTAHABIMBACMbIM  KOHIIOM  O-TJIIOKaHa, B  pe3yJabTare dYero eJMHCTBEHHBIM
HU3KOMOJIEKYJISIPHBIM TIPOAYKTOM TUApoiu3a siBisercs manbTo3a. Ob0a depmeHTa HE MOTYT
nerictBoBath Ha o-1,6 memm (Yu et al., 2005; Derde et al., 2012). MccrnenqoBanue TeéHOMOB
pa3MYHBIX PACTEHHWH TI0Ka3ajo, 4YTO O- W [-aMWIa3bl MPEACTaBICHBI OOJBIIMM YHCIOM
(GYHKIIMOHATBHO PA3IMYHBIX M30(OpM, BKIFOUYAIONIMX KaK CTPYKTYpPHBIC T€HBI C THIPOIA3HOM
dynkiment, Tak u perynstopusie rensl (Duan et al.,, 2013; Vatansever et al., 2016; Van
Harsselaar et al., 2017; Yue et al., 2019; Yang et al., 2023). Tak, noka3zano, uto 6enku AMY3
MOTYT OBITh OTBETCTBEHHBI 3a paclleruieHne BceX (OpM CBSI3aHHOTO C IMJIACTHIaMHU Kpaxmara,
KaKk B XJIOpOIUTacTaxX, Tak W B 3amacamomux opraHax. AMY2 (AMY23 y S. tuberosum),
BO3MOYKHO, MOTYT OBITH CBSI3aHBI C THIIPOJIM30M Kpaxmala B 3alacarolluX OpraHax B OTBET Ha

HHU3KHE Temreparypbl, a AMY 1 y4acTBYIOT B paclielUIeHHH BHEKJICTOUHOro Kpaxmaia (Stanley
et al., 2002; Hou et al., 2017). Beimo mokazano, yro AMY3, Kak JHIOaMHIIa3a, MOXKET

pacIIeIuIsITh KpaxXMalbHbIE e BHYTPHU TOYEK Pa3BETBIICHUS, BHICBOOOXKIAS DS TUHEHHBIX U

pa3BeTBICHHBIX MallbToONHrocaxapuaoB (Streb and Zeeman, 2012; Seung et al., 2013).
BAM-6enku wn3ydeHsl A0CTaTOYHO ciabo. B Hacrosiee BpeMsi MMOKa3aHO, 4YTO B

TUAPOJIN3E KpaxMmalla y4acTBYIOT, mpexzae Bcero, ¢pepmentst BAM1 u BAM3 (Fulton et al.,

2008). [Ins GenkoB BAM1 m BAM9 (BAM4) mnoka3aHo ydacThe B THIPOJIM3E Kpaxmaia
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KIyOHe# kaptodens mpu xonomoBom crpecce (Hou et al., 2017; Monroe and Storm, 2018;
Thalmann et al., 2019).

Touku pa3BETBICHHUS THAPOJM3YIOTCS Kpaxmall-fAeBeTBsImuMH (epmeHTamu ISA3 u
JTUMUTHPYIOIIEH JekcTpuHazo LDA, npeuMyniecTBEHHO YIAISIONIMMH BHEIIHHWE IIENU
aMHJIOTIEKTHHA, paHee ykopoueHHble BAM (Hussain et al., 2003; Takashima et al., 2007).

OmHOBpPEMEHHO C TeM Kak KapTo(enbHas TpaHylia MoBEpraeTcsi TUAPOJIN3Y aMUIa3aMH,
MPOUCXOIUT ee AeochopuimpoBaHre, YTO MOBBIMIAET JOCTYN K BHYTPEHHUM YacTsSM TPaHyIbl,
YBEJIMYUBAsE PaCTBOPUMOCTb. DTOT MpoLEcC ocymecTBIsoT (ochormukandocdarazamu aByx
tunoB: SEX4 (Starch Excess) u LSF2 (LIKE SEX FOUR2), rne SEX4 npeumymiecTBEHHO
runpomzyer C6-ocdar kpaxmanbHBIX TIpaHyd, B To Bpems kak LSF2 obGmamaer crporoit
cnenuduynocTsio kK C3-docdary (Santelia et al., 2011). B cnyuyae xaprodens Obuio mokazaHo,
yro uHruoupoBanue reHoB StSEX4 wmm StLSF2 ymenbinamo ruapoin3 Kpaxmana B JIHCTBSX
TPAHCTEHHBIX PACTEHH, HO HE MU3MEHSUIO KOJIMYECTBO KpaxMalia B KIYOHSX, XOTS U MPUBOIHIIO
K YMEHBIICHHIO pa3Mepa KpaxMaibHbIX rpanyia (Samodien et al., 2018). Taxxe ObL10 MOKa3aHo,
yro LSF1, sH3umatnuecku HepyHKUMOHaNbHbIM romosor LSF2, BbicTymaer B KadecTBe
CBOEOOpa3HOro kKapkaca, momoras B-amunazaMm BAM cBs3bIBaTbCA C MOBEPXHOCTHIO TPaHyI
Kpaxmalia, BO3SMOXHO, B MecTax (¢ocopmmmnpoBanus rirokana (Schreier et al., 2019).

@®epmeHThI, ydacTByomue B (hocopunupoBannu U aedochopuIupoBaHUH TIIIOKAHA,
paboTal0OT CHHEPTUYECKH C TJIFOKAHTHIPOJIa3aMH. DKCIEPUMEHTHI IN VItro mokasaid, YTO
nerpaganusa kpaxmana ISA3 u BAM3 ctumynupyercs aktuBHocTei0 GWD, HO Takke U TO, 4TO
aktuBHOCTh GWD ctumynupyercs B-amunonuzom (Edner et al., 2007). Takxe B s3KkcriepuMeHTax
in vitro mokasano, 4uro B nukiax (Gochopunuposanus/aedochopunupoBanus rimokana SEX4
yCUJIMBaET Aerpajganuio kpaxmana pepmentamu ISA3 u BAM3 (Koétting et al., 2009).

ITpoxgykToM aeHcTBUS aMumia3 SBISAIOTCS pa3iuuyHble ManbToodurocaxapuasl (MOC) u
depment a-d-rarokanorpancdepaza DPE1  (aucnponoprmonupyromuii - dpepment). DPEI
y4acTBYeT TJIaBHBIM 0O0pa3oM B Ppa3JIOKEHWU Kpaxmaja, TMEepeHOCS MalbTO3HBIC 3BEHBS OT
onHoro 1,4-0-d-riitokaHa K apyromy W, uaMeHss pacrpeneneHue monekyn MOC no pasmepam,
NOTEHIMAJIBHO CO3JaeT MOJXOAsAIMe cyOcTpaTsl is ApYyrux (EepMEeHTOB MeTabosn3Ma
kpaxmana. Co3nanue 6onee KpynHbIX Mojekyal MOC u3 HeOONBIIMX MOJIEKYN 00ecreunBaeT
cyOcTpatbl 11 (EpPMEHTOB, pa3pyllAONIUMX KpaxMmal, Takux Kak Kkpaxmaindocdopuinaza u
-ammaza, KOTOpbIE NEHCTBYIOT MPEUMYIIECTBEHHO WM HMCKIIOYHTEIBHO Ha OoJiee KpYITHBIE
monekyiasl MOC. Camkxenne aktuBHOocTH DPE] B pacTeHUsIX TpaHCT€HHOTO KapTodels 3aMEeTHO
HE M3MEHSET COoJiepKaHue Kpaxmajia B KIyOHSX, OJJHAKO MPOUCXOAMT 3a/ep>KKa MpOopacTaHUs

KIyOHell U pocTta MoOeroB. JTO CBUJIETENLCTBYET O TOM, YTO KpaxMal B TaKUX PACTEHUAX
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MoOmin3yercss MeHee 3((HEKTUBHO, YTO COTNIACyeTCs C MPEINOI0KEHUEM O TOM, 4TO (pepMeHT
DPE wurpaet onpezneneHnyo pois B pacuieruienun kpaxmania (Takaha et al., 1998).

Takum 00pa3zom, KpaTko Jerpajaluio Kpaxmajga MOXKHO CBECTHU K CIEIYIOIIMM 3Tanam:
o-ruKaH-BogHas nukuHaza GWD u docdornukan-onnas nukuHaza PWD dochopumupyroT
[JIFOKO3HBIE 3BEHbs B MoJIokKeHUsIX C6 u C3 COOTBETCTBEHHO, U TEM CaMbIM COJIOOUIUZUPYIOT
MOBEepXHOCTh rpanyil. BAMI pacuensier nuHelHble 1end Ha ManbTo3y ¢ nomoinsio LSFI1,
KOTOpBI, KaK Mpeanojaraercsi, CHocOOCTBYeT NPUKPEIJICHUIO [-aMuia3 K KpaxMajibHOU
rpanyse. PaciierieHue KOpoTKux 1enei, He pacuierieHHbix BAMs, ocymectBisiercsa ISA3 u
LDA, B 1O Bpems Kak ¢ochaTHbIE TPYyNIbl, KOTOPBIE MPEMATCTBYIOT AeWCTBUI0O BAM,
ynamstores ¢ nomomsio LSF2 u SEX4. AMY3 BbICBOOOKAaE€T MHOKECTBO PA3BETBICHHBIX H
JTUHEHHBIX rrokaHoB. BAM9/BAM4 criocoOCTByeT/peryinupyer mpouece pacmaja ¢ HOMOIIbIO
MOKa HEM3BECTHOIO0 MEXaHu3Ma (puc. 2).

B pesynbrare pasinokeHHs] Kpaxmalia B aMUJIOIIJIACTAaX KJIETKaX 3alacarollivX OpPraHoOB
00pa3yroTcsi MajabTO3a, IJII0K03a U MAJIbTOTPHUO03a, KOTOPBIE UCIIOJIb3YSl MaJIbTO30TPAHCIIOPTEPHI
MEX wu rmoko3orpancrioptepbl  GIcT, mepememniarorcs B IIUTO30/b IS TalbHEUIIETO

HCIIOJIb30BaHUA PACTCHUCM, B CIIydac KapTO(beJ'IH IIpH IIpOopacTaHruH I''Ia3KOB KJ'IY6H$I.

1.2. KaprogeabHblii KpaxMa: CTPYKTYpa U CBOMCTBA.

Cpenu cenbCKOXO035HCTBEHHBIX KYIBTYpP KapTodens nMeeT 0co00e 3HaYeHUE, TTOCKOIIBKY
OH MOJKET HaKaIlJIMBaTh HEOOBIYHO OOJIBIIIOE KOJMUECTBO KpaxMaja, IpruueM KI1yOHu KapTodens
MHOT/Ia coJieprkar OoJiee MOJIOBHHBI CBOETO CYXOro Beca B Buje kpaxmaia (Bertoft and Blennow,
2016). B nenom, cBexxue Ki1yOHH KapTodens coaepxar okoso 20% cyxoro BemecTtBa, 60-80%
u3 Kotoporo cocrapisier kpaxman (Bertoft and Blennow, 2016). Takum oOpa3om, kapTodeib
npeCTaBisieT COO0W BaXKHBIN HCTOYHHMK KpaxmMala, CIIpoC Ha MPOU3BOACTBO KOTOPOTO €XKETOIHO
pacret. Oxupaercs, uto Kk 2027 roxy MUPOBOH PHIHOK KapTO(EIbHOTO Kpaxmaia JOCTHTHET
7,36 Munnuapa A0I1apoB, a CPEAHETr010BOM TeMIl pocTta cocTaBuT 4,17% (Markets, 2023).

I'panynvl kpaxmana. I'panynsl Kpaxmaia KapTodens pa3iIudHbl 0 GopMe U pa3Mepam.
OHM WMEIOT KpPYIIIyl0, OBAIBHYIO, JJUIMNTHYECKYI0 M HENMPaBWIbHYIO (GopMy, KOTOpas
OTJIMYAeTCA OT IpaHysd Kpaxmala 3€pHOBBIX KYJIbTYp, TAaKMX KaK KyKypy3a, MIICHHIA U PHC,
KOTOpble OOBIYHO MMEIOT cepuueckyro wim MHororpanHyto ¢opmy (Wang et al., 2016).
['panymbl kapTo(heTbHOTO KpaxMaia KpyIHee TpaHysl 3¢pHOBOTO Kpaxmalla H UMEIOT TOCTaTOYHO
Oosbioi auama3on pa3mepos (5-100 mxm) (Neeraj et al., 2021). [Tomumo pasnooOpaszus Gopm u
pasMepoB Ha CBOMCTBa KpaxMaia BIMAET BHYTPEHHSS CTPYKTypa KpaxMalbHBIX TpaHyIl.

FpaHYJ'ILI KpaxmMajsla B OCHOBHOM COCTOAT H3 [ABYX IMOJUMCPOB TIJIFOKaHa: aMHIIO3bl U
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aMHJIONIeKTHHA. VIMEHHO OHM U ONpeAeTsIOT YHUKAJIbHBIE CTPYKTYPHbIE U (PU3UKO-XMMHYECKHE

CBoO¥icTBa Kpaxmaia (puc. 3).

AMHIIONEKTHH Amunosa

amopdnas
aamenia

AMILIOIHBIE
enu —_—

KPHCTAIUIHHEE CKAL
namewta ——=

AMILIOIHAK
Itens

Pucynok 3 — MonekynsipHas CTpyKTypa KpaxMmalbHbIX TpaHyl (mo Szymonska et al., 2009;
Seung and Smith, 2019; Diaz-Baca and Fatehi, 2024). Ha xapTuHKax ciipaBa M300pakKeHHsI
rpaHys Kpaxmaia, HOJYyYeHHBIE C TTOMOIIBI0 CKAHUPYIOMIETO AIEKTPOHHOTO MHUKPOCKOTIIA.

Amuniio3a B OCHOBHOM COCTOMT W3 JMHEHHBIX Lenodek o-1,4-CBA3aHHBIX TIIFOKO3HBIX
3BEHbEB C HEKOTOPHIMH CIYYalHBIMH OTBETBJICHUSMHU. AMMJIONEKTHH COACPKHUT o-1,4-
CBSI3aHHBIC TIIIOKO3HBIE COCIMHEHNUS, KOTOPbIe 00pa3yroT KaK MPOTsHKEHHBIE IIETH, TaK  CUIIBHO
pasBeTBiieHHbIe 0-1,6-cBs3u (Zeeman et al., 2010). OcHOBHBIM KOMITIOHEHTOM KpaxmaJja B I[eJIOM
seisiercst amutonekTrH (70-80% mo macce) (Noda et al., 2005). Ha passersiennbie o-(1,6)cBsa3u
npuxoautcst 4-6%, 4To AenaeT aMWJIONCKTHH CHIBHO Pa3BETBICHHBIM. J[pyrMM KOMITOHEHTOM
Kpaxmana siBisiercs amuiosa (20-30% mo macce). Monekyina aMuiI0o3bl 3HAYUTENIBHO MEHbIIE
aMUJIOTIEKTUHA U, IO CYTH, TMpeJCTaBiseT coO0Oi JIMHEHHbI noiauMep co cpenHei
MostekysipHoi Maccoit 160 000 u cocrosumii u3 renouek mo 2000-5000 ocrarkos (Vamadevan
and Bertoft, 2015). BeinensioT qBa TUNA - TUHEHHYIO U pa3BETBICHHYIO aMII03y (puc. 3).

[Momumo monmcaxapuaoB, KapTOQENbHBI KpaxMall COACPKHUT HEOOIBIIOE KOIUIESCTBO
HEYIJIEBOJHBIX KOMIOHEHTOB. Tak, MeHee 0,5% rpaHyn COCTaBISIOT O€NKH, KOTOpbIE, IO-
BU/IMMOMY, B OCHOBHOM Yy4YacTBYIOT B cuHTe3e Kpaxmaina (Yusuph et al., 2003). Jlummmsr
NPaKTUYECKH OTCYTCTBYIOT B Kpaxmaie KapTodernst 1 HEKOTOPBIX IPYTUX KpaxMalioB KITyOHEeH u
KOPHEILIOJIOB, HO MIPUCYTCTBYIOT B COCTaBe KpaxmalioB 3imakoB (Hoover, 2001). KaprodenpHbIi
KpaxMmai coaepxxut (ocdop B popme docdara, KOBaIEHTHO CBSI3aHHOTO ¢ AMUJIONEKTHHOBBIMU
IeMsSIMU, YTO BJIMSET Ha CBOMCTBa KapTodenapHoro kpaxmaia (Bertoft, 2017).

CreneHb yNOpsAIOYEHHOCTH BHYTPUM KPHUCTAUIMUYECKUX oOnacTed, BIMsIOMIEH Ha
pacIioJIO)KEHNEe M B3aUMOJEWCTBUE JBOMHBIX CHOUpPAJIEH BHYTPU TpaHyJl OIpeAeseTcs

OTHOCHUTEJIbHOM KPUCTAJUIMYHOCTBIO, KOTOpast y cOpTOB KapToderns Moxer konedarbes ot 20,8
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no 36,3% (Cho and Kang, 2020). KaprodenbHblii Kpaxmal HpEeHMYIIECTBEHHO HWMEET
KPUCTATUIECKYIO (OPMY C SYEUCTON CTPYKTYPOH, OBBIIIAIONIYIO €r0 CIIOCOOHOCTh CBSI3bIBATH
BONy. JIMMHIBl BHYTPH TpaHyN IMOJIOKUTEIBHO BIHUSIOT HAa CTAOWJIBHOCTH CTPYKTYPBI, TaKKe
yayuiias ee GyHkiponansHeie cBoiictsa (Wang et al., 2020).

Hecmotpst Ha Goinbiioe pazHooOpasue pa3MepoB U (GOpM KpaxMallbHBIX IPaHyJ pa3HbIX
pacTeHHi, X BHYTPEHHSS OpraHM3alus YIAUBHUTEIBHO cxoxa. B ximyOHe xaprodens, Kak U y
NPYTUX pAcTeHWH, TpaHyldbl Kpaxmajga HaxoJiATCS B aMMioIUIacTaXx KIeTok. Hx poct
CTHMYIIUPYETCS 00pa30BaHMEM CBOCOOPA3HBIX «KOJICI POCTa», BHYTPH KOTOPBIX TpaHYIIbI
OpraHM30BaHbl B yepeayromuecss amMopdHbIe U MOJYKPUCTAJUIMYECKUE CJIOM, YTO OTpPa)kaer
cBOCOOpa3HbI PUTMHUYHBIN Tpolece OnocuHTe3a Kpaxmaina (Zeeman et al., 2010; Yang et al.,
2018). Tommmua konen coctapnsieT 100-400 M. Cumtaercs, 4To (PU3NYECKOE COCTOSHUE
aMIJIO3Bl SIBISCTCS aMOP(PHBIM, M IO3TOMY OHA COJICPKHUTCA B aMOP(QHBIX YACTIX TpPaHYIL
OpHako OHa HE OTHeNeHAa OT aMWJIONEKTHMHAa W OBUIO IMOKa3aHO, YTO aMMJI03a XUMHYECKH
CIIMBAETCS C aMUJIONIEKTUHOM, H, CII€JOBATEIbHO, ITH JIBa KOMIIOHEHTAa HaxXoIsaTcs 00K 0 OOK
BHYTpH TpaHyil. ToYHas CTPyKTypa amMHJIO3bl B TpaHyJaX M3 pa3HbIX PACTCHUH MOXET
OTJIMYATHCS U 3aBHCUT OT CoJepkaHus amuiio3bl B rpanyiax (Kozlov et al., 2007). OcHoBHBIM
KOMITOHEHTOM TIOJIYKPUCTAJUTMYECKUX KOJICI SIBJISIETCS aMUJIONEKTHH, KOTOPBIH, Omaromaps
CBOMM CpPaBHUTEIIFHO KOPOTKHUM IIETIOYKAaM, CIIOCOOCTBYET OOpa30BaHMIO XapaKTEPHBIX
CKOIUICHUH TOHKHUX YEPEAYIONIMXCS KPUCTAUTUYECKHMX W aMOp(QHBIX IUIACTHHOK (puc. 3).
AMopdHbIe TUIACTUHKU coJiepKaT OOJIBIIYI0 YacTh Pa3BETBIEHHONW BHYTPEHHEH CTPYKTYpBI
KJIACTEPOB KOPOTKHMX IIEMOYEK, TOTJa KaK BHEUIHME IIeTIOYKH KIACcTepOB OO0paszyroT
JIEBOCTOPOHHHE JBOWHBIEC crirpanyd. [1oka3aHo, 4TO KOMIIOHEHTHI B CEpPIIEBUHE KapTO(eETbHBIX
TpaHyJ OpPHWEHTHPOBAHBI JIMIIb YAaCTHYHO, HO CHJIBHO OpPHUEHTHPOBAaHBI K Nepuepuu, UYTO
CHOCOOCTBYET OYEHb KOMIIAKTHON CTPYKType IOBEpXHOCTH TrpaHyi. HampoTus, rpaHysibl
KpaxMalia 371akoB OPHEHTHPOBaHbI c11a00, ecin BooO1e opreHTupoBanbl (Tong et al., 2023).

[TapannensHbie OOKOBBIE IIEMH, PACIIONOXKEHHBIE PIAOM C JIMHEHHON aMHIIO30M,
pacripenienieHbl B TOJYKPUCTAIUTMYECKOW MaTrpuile, 00pa30BaHHOW aMWJIONEKTHHOM, H 3Ta
OpraHu3alus JISKUT B OCHOBE MONYKPUCTAIMYECKON CTPYKTYpbl Kpaxmana (puc. 3). Takum
00pa3oM, COOTHOIIEHHE aMHJIO3bl M AMUJIONEKTHHA OKAa3bIBACT CYIIECTBEHHOE BIHMSHHME Ha
BHEITHUH BHUI M CTPYKTYpy TpaHy/l Kpaxmaia, a TakKe BIMSET Ha KadeCTBO OpPTaHOB JIIs
XpaHEHHs yporxKasi, TPOU3BOJICTBO MUIIEBHIX MPOIYKTOB M UX MPOMBINUICHHOE IPUMEHEHHE.

Kpaxman kinyOHel kapTodelns COCTOUT M3 MOMYJSALMU TPaHyll Pa3IUdyHOro pasMmepa:
KPYIHBIX, CPEAHUX U MAJIEHBKHUX U pa3z0opoc MX pa3MepoB JOCTATOYHO MIMPOK oT 1 MM g0 100
mkM (Burke, 2023). TIpu 3TOoM cpemHuii pasMep rpaHyi Kojeosnercst oT 1 10 20 MKM JUTsk MEJIKUX

n ot 20 no 110 MKM mig KpynHbIX rpaHysl. B To ke Bpemsi Uil KyKypy3bl pa3Mep TpaHyi
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KpaxMmasa kojebnercs oT 1 10 7 MKM JJisi MEJNKHX rpaHyd ¥ oT 15 1o 20 MKM At KpYIHBIX
rpanyn (Singh et al., 2016). beiio nokaszaHo, 4TO pa3Mep IpaHysl Kpaxmajaa MOXKET BIHSTh Ha
pPacTBOPUMOCTh B BOJE, CIIOCOOHOCTb K HAaO0YXaHUIO U PEOJOIMUECKHE CBOWCTBA, KOTOPHIE
B&KHBI Ul OnpenelieHns] (pyHKIMOHAJIBHOCTH KpaxMalia B MUINEBbIX mpoaykrax (Xie et al.,
2024). Tax Obulo oOHapykeHO, uTO TIacTuaHas ¢ocdopmnaza kpaxmana (Phola)
HETOCPEACTBEHHO OTBEYAET 3a HOPMAJbHBIM pa3Mep TpaHyl M HX BA3KOCTh, a IMpOILECC
o0pa3oBaHUsl M pa3Mep TIpaHyldl peryjupyercs TIeTepo-MyJIbTHUMEPHOM H30aMHiIa30i
(StISAL/StISA2) (Bustos et al., 2004; Sharma et al., 2023).

Kak Ob110 yIOMSIHYTO BBIIIE, KPaXMaJbHbIE TPAHYJIBI COCTOST U3 LIETIeH aMUIIONEKTHHA U
aMHJIO3bl. AMWIIOTIEKTHH SBISICTCS OCHOBHBIM KOMITOHEHTOM Kpaxmaia KapTodess, coCTaBss
70-80% ot oOmel Macchl, M ONpEAENsSeT KPUCTAUIMYHOCTh U YHHKAJIBHYIO 3E€pHHCTYIO
CTPYKTYPY KpaxXMajlbHbIX TIpaHyld. AMWJIONEKTUH IpPEJICTaBIseT COOOH YHOpPsIOYEHHBIN
pas3BeTBIeHHBIN noauMep, coctosnuii u3 10 000-100 000 o—1,4-cBsi3aHHBIX 3BEHBEB D-TIIFOKO3bI
¢ o-1,6 ToukamMu OTBETBIIEHHUS uepe3 Kaxaple 20-25 eauHHIl TIIOKO3bl, YTO TNPHBOIHUT K
(OPMHUPOBAHUIO CHIIBHO Pa3BETBICHHOW CTPYKTYphl (5-6%). DTO MpHBOAUT K 0Opa30BaHHIO
TaH/IEMHO-KJIACTEPHON CTPYKTYpbI, MpPEICTaBIAIOLEH c000i COBOKYMHOCTh MOBTOPSIOIIUXCS
CHJIBHO M ¢71a00 pa3BETBJICHHBIX y4acTKOB. CHIIBHO U €1a00 pa3BeTBIICHHBIC 001aCTH 00Pa3yIOT
aMop(HBIC U KPUCTAJUTMYECKUE TUIACTHHKHU (pHUC. 3). BBIIEISIOT HECKOIBKO THIIOB 00pa3yeMbIX
Kpuctammueckux crpykryp (A, B, C). KaprodenbHoMy aMWIONEKTHHY NPUCYIIH
KpUCTaNINYEeCKUe CTPYKTyphl B-Tuma. o-1,6-pa3BeTBieHHbIE CBSI3M NPUAAIOT aMHJIONEKTUHY
0oJiee CIOKHYIO TPEXMEPHYIO CTPYKTYPY MO CPAaBHEHHIO C JIMHEWHOW aMmii030i. BHyTpu rpanyn
aMIJIOTIEKTHH cOOMpaeTcsl B XapaKTepHbBIE TUIACTHHYATHIE KOJIblIa pocTa auaMeTpoMm ot 20 1o
500 um, oTxosIIKE OT HeHTpajabHOro Oyropka (Bertoft and Blennow, 2016; Bertoft, 2017).

ConepxaHve aMHJIONEKTHHA MOXXET JIOCTaTOYHO CHJIBHO pa3iMyuaThCcs y pasHbIX
TeHOTUNOB KapTodensd. Tak, B OOJBIIMHCTBE COPTOB KapTodens aMWIONEKTHH OOBIYHO
coctaBisieT 63,4-88,6% kpaxmaia, B TO BpeMs Kak HEKOTOPBIE cOpTa MOTYT cojiepkath 10 100%
ammionektuHa (Tong et al., 2023). B HEKOTOpHIX TPAHCTEHHBIX JUHUSAX C IOJABICHHOM
aKTUBHOCTHIO 000MX H30(opm paszBeTBisitoniero gepmerta SBE conepikaHue aMuIONEKTHHA
MOXeT cHIKaThes 1o 28% (Schwall et al., 2000).

Bropoii kKOMIOHEHT Kpaxmasia — aMuiio3a — coctapisieT okosio 20-30% kapTodenpHOro
KpaxMayia ¥ COCTOUT B OCHOBHOM W3 JUTMHHBIX JIMHEHHBIX IENoYeK o-1,4-CBS3aHHBIX MOJICKYIT
TJIFOKO3bI, KOTOPBIE XapaKTEPHU3YIOTCS HU3KOM CTEMEeHbIO Pa3BETBIEHHOCTH. AMMIIO3HAsS IIETb
coctouT u3 500-20000 o-1,4-cBS3aHHBIX TITIOKO3HBIX 3BEHBEB U 00pa3yeT cnupaib HOCPEICTBOM
BHYTPHUMOJICKYIISIPHBIX BOJIOPOIHBIX CBSI3€H M COMEPKUT HECKOJIBKO 0-1,6-CBS3aHHBIX TOUYEK

orBetBiieHUs (MeHee 1%) (puc. 3). KonuuecTBo pa3BeTBiieHUH B MepecyeTe Ha OAHY MOJIEKYIy
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aMWIO3bl B CPEJHEM COCTaBIIsIeT TOMbKO OT 7 gm0 12. Ammmo3a oOpa3yer croupaibHbIC
KOMIUICKCBI, KOTOpbIe MOTryT OBITh JHOO HEyNmopsAo4YeHHble ©  amopduble, OO
CTPYKTYpHUPOBaHHBIC B BHJE IIAaCTHH M KpuctaumTos (Bertoft and Blennow, 2016). V coptos
kaprodens S.tuberosum comeprkaHue aMHUIO3bI Pa3IMYaETCs JOBOJIBHO 3HAYUTEIbHO (0T 0 110
3% ammunossl u 10 40-87% B kiyoHsix SBE-penaktupoBannbix smHuid (Zhao et al., 2021; Zhong
et al., 2022). HenaBHue uccieq0BaHusl BEISIBUIM 3HAYUTEIILHOE BIUSHUE HA CTPYKTYPY aMHJIIO3bI
TEHOTUIIA M BHEIIHEW Cpellbl, IPU 3TOM y CEMU COPTOB KapTo(ens, BhIPAIIEHHBIX B Pa3HbIX
MecTax, HabJIF0IAIMCh HE TOJBKO MEKCOPTOBBIE pa3inuus, HO 1 BHyTpucopToBbie (Ahmed et al.,
2019). Taxxke comepkaHUE aMHIIO3bI B Kpaxmalie KIyOHEH 3aBUCUT OT BO3JCUCTBHS XOJI0JIa BO
Bpems xpanenus (Jansky and Fajardo, 2014).

Kak Opu1o ynmomsiHyTO BBIIIE, TOMHUMO aMHUJIO3bl M aMUJIONEKTHHA KpaxMmai KIyOHel
KapTo(enst TakxKe COACPKUT TaKHe KOMIIOHEHTHI KaK UMb, OCIKH 1 MUHEpAJIbHbIE BEIIECTBA.
HecmoTpss Ha TO, 4TO WX cCOAEp)KAaHHE HEBEIMKO, OHM BIMAIOT Ha (YHKIMOHAIBHOCTH W
TEXHOJIOTUYECKHE XapakTepucTHku Kpaxmana. Coxepkanue IunuaoB (Gpochomunuasl u
CBOOOIHBIC XUPHBIE KHUCIOTHI) B Kpaxmaie kaptodens He npesbimaer 0,08%. OTu aunuabl
MOryT 0Opa3oBBIBaTh  CIOXKHBIE KpaxXMal—JIUMHAHBIE W  KpaxXMaJl—JIHIHIHO-OEIKOBBIC
KOMIUICKChI, W3MeHss (usnyeckue cpoiictBa kpaxmaina (Wang et al., 2020). benku B
kaprodensaom kpaxmaiie (<1,18% oT cyxoro Beca) B OCHOBHOM SBJISIOTCS (EepPMEHTaMH,
y4acTBYIOIIMMH B MeTabonu3me kpaxmana. OHU UTPalOT CYIIECTBEHHYIO POiib B (hOPMUPOBAHUU
CTPYKTYpHI KpaxManbHbIx Tpanyl (Shen et al., 2022). Taxxe st GyHKIIMOHAIBHOCTH Kpaxmaia
3HAYCHHE HWMEIT MHHEpalbHbIe BelecTBa, o0coOeHHo ¢dochop. OOmee coaepxaHue
MUHEpaIbHBIX BemecTB kosebnetcs ot 0,21% no 1,3%, u3z kotopeix 0,05-0,08% npuxonutcs Ha
docdop, XUMHUYECKU CBA3aHHBIN ¢ aMUJIONIEKTUHOM IPUMEPHO 10 0/1HOM docdaTHOM rpymie Ha
200-300 equnuir riroko3sl (Tong et al., 2023). HenaBao 06110 00HApYKEHO, 4TO 60JIee BBICOKOE
coJepkaHue Kpaxman-¢pocdaTtHoro MOHOdpHpa KOppeaupyer ¢ Oosee UIMHHBIMHU IEeTsMU
aMUJIOTICKTHHA, YTO TPUBOJUT K MEHEE VIOPSAJOYCHHOW U Oosiee THOKOM CTPYKType

KpaxMaJbHBIX TPaHYJ ¥ CHIDKAeT KPUCTAJUIMYHOCTh Kpaxmaina (Ding et al., 2023).

1.3. Xo0/1010BBIi cTpPeEcC M X01010BO€ OcCaXapuBaHHe KJIyOHel kapTodens.

Kny6uu kaptodens B PO o0buHO XpaHAT B KapTodenexpaHUInIax Mpyu MOHUKEHHBIX
temneparypax (o6sryHo +2-4°C) (3eiipyk u np., 2019). XpaHeHue npu MOHMKEHHBIX
TEMIEpaTypax yMEHbIIAET MpopacTaHUe, IOTEPI0 BJIArd U UHTUOUPYET JeATeIbHOCTh
(uTONATOreHOB, HO MPH 3TOM YCKOPSIET MpeBpalleHne Kpaxmala B caxapa, BKI0Yas caxaposy U
penynupyromue caxapa. JTO SBIEHHE HM3BECTHO KaK XOJOJ0BOE OCaxapuBaHHUE, BBI3BAHHOE

oxnaxaeHueMm (cold-induced sweetening, CIS). Bricokoe copep:xkaHue caxapoB B KIYOHSIX He
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TOJILKO YXY/AIIAeT BKYCOBBIE CBOMCTBA, HO TaKXe 3HAYUTEIHHO CHIDKACT Ka4eCTBO
NPOM3BOIMMBIX 4HIicOB. Du3nonornyeckue u OMOXMMHUYECKUE Mporecchl Bbi3bBatonue CIS
OBLIM OCTaTOYHO JIETAJIBHO H3y4YeHbl, U OBLUIO MOKa3aHO, YTO HAa HAKOIUIEHHWE PE3HCTEHTHBIX
caxapoB B KJIYOHSIX NpU HU3KOTEMIEPATypHOM XpaHEHMM BIUSAIOT Jerpajalus Kpaxmaa,
TeKCOTeHe3, BKIII04as 00pa30oBaHUE M PA3JIOKEHHE Caxaposbl, a TAKKe TIUKOJIU3 U aHadpoOHOe
neixanue (Copp et al., 2000; McKenzie et al., 2005).

Caxapa, KOTOpbIE HaKaIUIMBAIOTCS TNPU HU3KOTEMIIEPATYpHOM XpaHEHUU KIyOHEH,
oOpa3yroTcs u3 Kpaxmana. IMeHHO pa3ioxeHue Kpaxmaja CUUTAeTCs OCHOBHBIM HMCTOYHUKOM
HAKOIUJICHUS PEIYLUPYIOIINX caxapoB U caxaposbl B kiyoHsx npu CIS. Paznoxenune kpaxmana
MPOUCXOUT B aMHIJIOIUIACTaX B pe3yibTare GocPOpOTUTHICCKON U THIPOIUTHISCKON peakiuit
U, KaK CUMTAeTCs, TpeOYyEeT COrNIaCOBAHHOTO JACMCTBUS HECKOIBKUX (DEPMEHTOB M HAUYMHAETCS B
MEPBYIO OYepens Moj AeicTBUeM KpaxMmandochopuiazbl B COYETAHUU C aMHJIa3aMU, KOTOPbIE
UTPAIOT BaKHYIO BCIIOMOTATEIbHYIO POJIb B OTIIEIUIEHUH (PAarMEHTOB KPaxMaJbHOW IIETIH.
Oo6pasyromuecs rexco3odocdarel moa aercTBUEeM caxapo3o-pocdarcuHTas mpeBpamiamTcs B
caxapo3y M 3aTeM HMHBEpTa3bl THAPOJM3YIOT €e 10 TIoKo3bl U (Gpykro3sl (Sowokinos 2001;
Chen et al., 2012).

[TomuMo w3ydeHHS OMOXMMHYECKMX WU (DU3MONOTMYECKUX MPOIECCOB, OMPEICIISIONINX
CIS, 6pun HayaThl pabOTHI MO BBISBICHHIO T€HOB M COOTBETCTBYIOIIMX (DEPMEHTOB, KOTOPHIE

MOT'YT y4acTBOBAaTh B 3TOM mporiecce (puc. 4) (Zhang et al., 2017).
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Pucynox 4 — VYrneBoguble myTu B KIyOHsSX Kaprodens: (A) cuHTe3 Kpaxmana, (B) pacmaz

kpaxmaa, (C) rekcorenes, (D) riukonus, (E) anaspo6Hoe apixanue (Zhang et al., 2017).

IlepBbie pabGoTsl B STOM  HANpaBiICHWHW ObUIM  TOJYy4YEHBI B  pe3yibTare
muddepeHManbHOro ckpuHuHra 25 Teicsd kioHoB KJAHK 6ubmuorexku copra CatypHa mpu
MHKyOUpoBaHuM KiIyOHeW 1o 28 nHeil mpu +4°C, uyTo mpuBeno K uAeHTHQUKAUU 16

UHIyIUPOBAHHBIX X00oa0M (parMeHToB (HeaHHOTHpoBaHHBIX) (van Berkel et al., 1994).
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[TepBast MonekynsipHas kapra ¢ 85 jokycamu Obljla TIOCTPOCHA Yy AMIUIOWIAHOTO KapTodelns Ha
OCHOBE aHajm3a 69 reHoB, CBSA3aHHBIX ¢ MeTa0OJIM3MOM U TpaHcnoproM yrieBojos (Chen et al.,
2001). Jns BesiBiaenuss QTL, onpenenstomux koHTpons CIS, 6butn uccnenoBansl 189 kiyOHe
JIBYX momyssiiui auruiongaoro kaprodens H94A u H94C nocne xpanenus npu +4°C B TeueHue
tpex mecsieB (Menendez et al., 2002).

B pesynbrare renorunmpoBaHus ¢ ucnoiibzoBanueM RFLP- u AFLP-mapkepoB ObutH
BBISIBJICHBI 26 JIOKYCOB I'€HOB-KaHAM/IAaTOB, CBSI3aHHBIX C CUHTE30M Kpaxmaia. bbuio BblieiaeHo
BoceMb 3HauMMbIX QTL-kKaHIuAATOB, KOTOPHIE BKJIIOYAIM I'€Hbl CaXapo30CHHTAa3bl SUS3, MBYX
anoruiacTuaeckux wuHBepta3z Inv-ap, ADP-rmoko3sy mupodocdopunaz u Sutltpancmoprepa
caxaposbl. [Ipu sTOoM (eHoTMIIMUECKAsT AMUCHEPCHs, OOBACHSAEMAas OTACIbHBIMH JIOKYCaMHM-
KaHaumaramu, cBs3anHbiME ¢ QTL, cocraBuna >10%. Tak, Hanpumep, SUS3 oOBsicHseT a0 15,1
u 13,3% QeHOTUIHYECKOH TUCTIEpCHH TITIOKO03bI U (hpyKTO3bl cooTBeTcTBeHHO (Menendez et al.,
2002). TIlomyueHHBIE  pE3yJAbTATBl  IMO3BOJMJIA  TPEIIOJIOXKUTh, YTO  TEHETHYECKas
BapuabenbHOoCcTh  CIS  MOXeT ompenensTrbesi auIeNbHBIMA — BapHaHTaMu  (EPMEHTOB,
Y4acCTBYIOIIMX B METabOIM3ME YTIIEBOOB.

C ucrnonp30BaHUEM T'€HHBIX YUIOB ObUIO uAeHTHUIMpoBaHo 1854 muddepeHuuansHo
IKCIPECCUPYEMBIX 30HJIOB JJISl BBISABICHHS T'€HOB, N3MEHSIONIMX CBOIO aKTHMBHOCTH B OTBET Ha
X0JI0JI0BO# cTpecc B pacTymux kiyoHsx (Bagnaresi et al., 2008). Oanako gaHHOE UCCIIEAOBAHKE
B OCHOBHOM COCPEIOTOYEHO Ha XOJIOAOBBIX PEAKIUSAX Y OJHOI'O T€HOTHUIIA, YYBCTBUTEIHLHOTO K
CIS, a reneTndeckas OCHOBa pa3nuuuii B 4yBcTBUTENbHOCTH K CIS cpean pa3HbIX r€éHOTUIOB He
ObuTa mMccnenoBaHa. BriocnencTBUM ATH MCCIe0BaHUsT OBLUTH JOMOJHEHBI TPAHCKPHUIITOMHBIMH
JaHHBIMU IO TU(depeHimanbaoil dkcnpeccun reHoB y CIS-ycroitunBoro obpasma Solanum
berthaultii Hawkes u CIS-BocnipuumunBoro copta S. tuberosum mpu CTUMYIISAIUN X0I04A0M (10
3 mecsines mpu +4°C u +20°C) (Chen et al., 2012). Ananu3 ux MaTTEpPHOB YKCIIPECCUH MOKA3a,
4YTO TIOMHUMO T'€HOB, CBSI3aHHBIX C JIerpajalueil kpaxmana, Takxke pemaromee 3HaueHue CIS
YCTOWYHMBOCTH MOTYT MUMETh T'€HBI, yIaCTBYIOIIME B PA3JIOKEHUH caxapo3bl U rimkonuse (Chen
et al., 2012). I1pu sToM OBUTO MOKA3aHO, YTO IKCHpeccHoHHbie narTepHbl MHOTHX (O (DEG,
Differential Expressed Genes) B kiyOHsx 00pasioB, koHTpacTHbIX 1mo CIS, ObutM pa3HbIMH,
0COOEHHO Yy I'€HOB, CBS3aHHBIX ¢ 00pa30BaHHMEM PEIYLUPYIOIIUX CaXapoB M TIMKOJIM30M, YTO
YKa3bIBa€T HA pa3JINYHbIE PETYJISTOPHBIE MEXaHU3MBI OTBETA HA X0JI0/10BOM cTpecc Mexay CIS-
YCTOMYUBBIMA ¥ HEYCTOWYMBBIMH TEHOTHIIAMH, YTO MOXET HMETh pelIafliee 3HAYCHHE
noHnManus popmupoBanus CIS 1 X01010yCTOHUMBOCTH Y KapTOders.

B mHacrosmiee BpeMs HaKOIJIEHO JOCTaTOYHO [JAaHHBIX O KOHKPETHBIX TeHax,
OTIPENIENSIONINX YCTOWYMBOCTh KapTo(desst K X0JI0A0BOMY CTPECCY M OMOCPEIOBAaHHOMY ITHM

CTPECCOM XOJIOJIOBOMY OCaxapuBaHHIO. B 3aBHCHMOCTH OT TOTO, B KakOM MeTaboIMYecKOM
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nporiecce (OMOCHHTE3 caxapo3bl, pa3iokKEHUE Caxapo3bl, TIMKOJIHN3, bIXaHWE) OHU YYacCTBYIOT,
UX MOYKHO Pa3JIeIUTh Ha HECKOJIBKO TPYIII.

Tak ObUTO MOKa3aHO, YTO OuocuHme3 caxaposzvl B KIYOHSX KapTodens mocie cOopa
ypokasi Karanusupyercsi codyeraHueMm AByX ¢epmenToB: UDP-rimokozonupodocdopuiiazel
(UGPase) u caxapo3odocharcuntassr (SPS) (Baldwin et al.,, 2011). JlanHbie aHann3a
MOJICKYJISIPHBIX MapKEpOB C HCIOJb30BAHMEM METOJa aCCOIMATHBHOTO KapTUPOBAHHS
HO3BOJIMJIM TPEJIIIOJIOKHTH, YTO aivienb UgPB acconmuposan ¢ CIS-ycroitunBoctsio (Baldwin et
al., 2011). Dt maHHBIE YKa3bIBAIOT Ha TO, YTO pasHble ayuieabHble Bapuantel UGPase moryr
urparb pasnuunyio poib B CIS. Jlns rena, kogupyromero SPS, 6pu10 moka3zaHo, YTO CHHKEHHE
ero skcnpeccud Ha 70-80% mnpuBonut k cHmwkeHuto (Ha 10-40%) conepskaHusi pacTBOPUMBIX
caxapoB B TpPaHCTCHHBIX KIyOHsX, xpaHsmxcs npu +4°C (Krause et al., 1998). Panee
IPOBE/ICHHOE UCCIIeZIOBAaHUE MOKA3aJ0, YTO HAKOIJIEHHE caxaposbl B KIYOHSIX KapTodens npu
XpaHEHHUH B XOJOAMIBHUKE BHI3BAHO MOBBIIICHHON CKOPOCTHIO CHHTE3a Caxapo3bl U aKTUBAIHEH
caxaposodocharcunrasst SPS (Hill et al., 1996).

Ha xonono- u CIS- ycTOMYMBOCTh B KIIYOHSX OKa3bIBAIOT BIUSHHE MPEXkJIE BCErO I'€HbI
pacTBOPUMBIX KUCIBIX MHTEpTa3 INV, KOTOpble OCYIIECTBISIIOT 2UO0pOIU3 Caxapo3vl A0 TIHOKO3bI
u ¢pykro3sl B Bakyonu (Bhaskar et al., 2010). Pe3ynpratom HOkayta reHa wHBeprassl INV
METOZIOM TE€HOMHOTO pPEIAaKTUPOBAaHHS CTajJ0 CHW)KEHHE B KIYOHAX  COJEpYKAHHA
peAYLUPYIOUIMX CaXxapoB, KOTOpbIE XpaHUIUCh npu temneparype +4°C B teuenue 14 u 30 nuei
(Clasen et al., 2016; EropoBa u mp., 2023). Kpome TOro akTHBHOCTb KHCJIOW MHBEPTa3bl MPU
XOJIOZIOBOM CTpecCe MOCTTPAHCKPHUITIIMOHHO MOXKET MOJYJIHPOBATHCS C MOMOIIBI0 WHTHOUTOpA
unseptasbl [HIV (Liu et al., 2013; McKenzie et al., 2013).

Hvixanue xiryOHEH kapTodens 3aMemisieTcss ¢ MOHWKEHUEM TeMIIepaTypbl XpaHEHHs B
OTpEeNIe]IEHHOM JMala3oHe, HO MPU 3TOM BBIABISIOTCS Pa3IndMs MEXIy KIyOHSMH ¢ pa3HOM
ycroitunBocthio K CIS (Blenkinsop et al., 2003). Takxe y CIS-ycToifunBoro copra B CpaBHEHUH
c HEYCTOWYUBBIM ObLI UACHTUPUIMPOBAH JOTIOJTHUTENbHBIN n30(pepMeHT
ankoronpaeruaporeHassl ADH, 9TO CBHIETENBCTBYIOT O TOM, YTO aHa’POOHBIE JbIXaTelbHBIC
bepMeHTHI ToXXe MoryT oka3biBaTh BrusiHHE Ha CIS (Copp et al., 2000; Pinhero et al., 2007).

Tak kak penyuupyromue caxapa NMpH XOJOJAOBOM CTpecce B KIyOHAX oOpa3yroTcsi B
pe3ynbTaTe THAPOIM3a Kpaxmala, To, oxkuaaeMo, Ha CIS u ypoBeHb penylupyronmx caxapoB
OKa3bIBAIOT BIMSHUE (DEPMEHTHI, BOBJICUCHHBIE KaK B CHHTE3, TaK W pacmaj Kpaxmana. [Ipexme
BCEro, 3TO OENKH, OCYLIECTBISIONIME pacnaja ueneil kpaxmana. Cuutaercs, 4TO K OCHOBHBIM
(dbepMeHTaM, TUAPOIUIYIOIIUM Kpaxmal 10 PEeIyLHUPYIOIIUX CaXxapoB, OTHOCATCS, B IMEPBYIO
ouepenb, aMHWIa3bl, WHBEPTa3bl, TJIMKAH-BOJIHBIC JWKHWHA3BI, TJIMKaH-PochHOpMIa3el |

dochormukandocdarassl (Streb and Zeeman, 2012; Cepreesa u ap., 2022).



25

N3BecTtHO, uTOo TnuKaH-BojaHble AukuHa3kl GWD u PWD neiicTtBytoT coBMeCTHO,
dochopunupyss KpaxMaibHble LEMU BOJU3M TOYEK PA3BETBJICHUSA, U TEM CaMbIM SBISIOTCS
BaXXHBIMU (hepMEHTaMHU JerpaJallii KpaxMallbHbIX IpaHyll, o0ecreunBas JOCTYI K CyOCcTpary o-
u PB-amunazam (Compart et al., 2023). Panee Obuto mokazano, uto QTL, Bkmrowaromuii reH
GWD, cBsizaH ¢ IBETOM YHIICOB, TO €CTh MOXKET PErYJIHPOBATH COACP)KAHUE PElyLUpPYIOMINX
caxapoB B kiyoHsx npu xpanenuu (Douches and Freyre, 1994). HecmoTpst Ha 3HQUUMOCTh 3THUX
6enkoB, o pyakmuun PWD B ki1yOHAX KapTodess IpaKTHIECKU He COOOIIAIOCh.

Hpyroii pepmeHT, BAUSAIONIMI Ha pacmaja Kpaxmaia Ha XOJOIy — KHCJas BaKyoJspHas
unBepraza VINV (PAIN-1, Stlnv). Bo Bpems CIS mpu ruzgponuse kpaxmajia NpOMCXOAUT
o0pa3oBaHHUE caxapo3bl, U YAaCTh €€ TPAHCIOPTUPYETCS B BaKyOJb, IJI€ PACMagacTcs 10 TII0KO3bI
U (GPYKTO3bl. DTOT 3Tall B OCHOBHOM KOHTPOJHUPYETCS BAaKyOJSIPHON KHCIOW WHBEpTa30i
(VINV), u cymecTByeT TecHas CBsI3b MeXAYy akTuBHOCThI0O VINV U HakomjaeHHeM
BOCCTaHABIIMBAIOIIMX CaXxapoB BO BpeMs Xoj00Boro xpanenus (Matsuura-Endo et al., 2004).
bbulo npeAnpruHATO HECKOIBKO MONBITOK KOHTpoaupoBaTh CIS nubo nmyrem MaHUIyIMpOBaHUs
aktuBHOCTBIO VINV (Agarwal et al., 2003), 1160 myreM CHM)XEHUS YPOBHEH TPaHCKPUIIUU
rena VInv (Zrenner et al., 1996; Chi et al., 2008; Bhaskar et al., 2010).

Ananus xiyOHelt 24 coprtoB kapTodens nocie xpaHeHust npu +4°C B TeueHue Mecsua
nokazan Oomnpmue pasznuuus (B 50 pa3) B aKTMBHOCTH KHCJIOH BakyOJSIPHOW WHBEPTa3bI
StVInv/PAIN1. Opnako He OBUIO BBIABICHO KOPPEISIMUA MEKIY YPOBHEM aKTHBHOCTH
WHBEPTa3bl M HAKOIJICHMEM BOCCTAaHABJIMBAIOIIMX CaXxapoB, MPU STOM BBISABIEHA BBICOKAs
KOppeysilisl ~ MEXKIy AaKTHUBHOCTbIO (epMEHTa U  COOTHOLIEHHMEM TeKco3a/caxaposa.
HccnenoBanue cOOpaHHBIX M XpaHALIMXCSA B XOJIOAE KIyOHEH IOKazaj, 4TO COOTHOILIEHHE
reKCO3bl/caxapo3bl CHUXKAJIOCh C YMEHBUICHHEM aKTHUBHOCTH MHBEPTA3bl, HO 00Illee KOJINYECTBO
pPacTBOPUMBIX CaxapoB CYIIECTBEHHO He MeHsuioch (Zrenner et al., 1996). Ananu3 xiyOHei
TPaHCT€HHBIX pacTeHuit copta Desire ¢ aHTHCMbICTIOBBIM MHIHOUpoBaHueM reHa StINV1/PAIN1
BBISIBUJI, YTO B YCJOBMSIX XOJIOJla CHMKEHHME AKTHUBHOCTH PAcTBOPHUMOM KHCIIOM HMHBEpPTAa3bl
OPUBOJUT K CHUXKEHHMIO COJEpP)KAaHUS TEeKCO3 M TIOBBIIICHHIO COJEp)KaHUS Ccaxapo3bl IO
CPaBHEHMIO C KOHTPOJBHBIM KIyOHSIMU: MHTHOMpOoBaHUE VINv CHU3MIO aKTUBHOCTH MHBEPTA3bI
B KIIYOHSX, XpaHsIIUXCA B XOJOJE, Ha LeNbIX 92%, HO aKTUBHOCTh T€KCO3 KIIyOHEeH CHU3MIIACh
mumib Ha 43% (Zrenner et al., 1996). Ha ocHOBe 5TMX MaHHBIX OBUIO BBIIBUHYTO
MPEOJIOKEHNE, YTO HHBEPTA3bl BEPOSTHO HE KOHTPOIUPYIOT 00I1Iee KOTHMUECTBO PACTBOPUMBIX
CcaxapoB B XpaHAIIMXCA B XOJIOAE KIyOHSX KapTodelns, HO y4acTBYIOT B PETYISIUU B HUX
COOTHOILIEHUS TeKCO3bl K caxapo3e. Takum oOpa3om, Obu1o mokazaHo, uyto CIS He adpdexTrBHO
KOHTPOJMPOBAJICA KHUCIOM BaKyOJSIPHOW HWHBEPTA30M. DTO NPHUBEIO K JBYM BO3MOKHBIM

runote3aM. OnHa #3 THUNOTE3, OOBACHSIONIMX JJaHHBIA (pakT, 3akKIo4Yansach B TOM, 4YTO
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aktuBHOCTh VINV miu tpanckpumnus rera VInv-Pain-1 Obutd JUIIb YaCTHMYHO MO/ABJICHBI B
ATHUX KCIIEPUMEHTAX M MOJHOE MOAaBICHHE YKCIIPECCHH I'eHa Bee ke Hupenupyet CIS.

B mnocnegnee Bpemsi C MOMOINBIO Pa3IMYHBIX CUCTEM TI'€HOMHOTO pPeJaKTUPOBAHUSA
okazaHo, uto BeIKIrOueHue VINV moxkeT 3dpdexruBro Biauars Ha CIS B kiayoHsx S.tuberosum
(Chi et al., 2008; Zhu et al., 2014; Wiberley-Bradford and Bethke, 2018). Tak 6but0 MOKa3aHo,
4TO TMOJHOE TNOABJICHUE dKCrpeccur reHa VINV kucnod BakyoJsipHO# MHBEpPTa3bl KapTodens
MPEeIOTBpallaeT CHUKEHHE HAKOIUIGHHS caxapa B XpaHSIIUXCS Ha XOJOoJy KIyOHSX U
KapTo(enbHble YHUICHI, MOJYyYEHHBbIE U3 OSTUX JHUHHUM, MOKazaau 15-KpaTHOe CHIDKEHUE
aKpujiaMHJia U OBbUIM CBETJIBIMH JIaXKe NPH XpaHEeHUHU KiyOHei npu Temmneparype +4°C (Bhaskar
et al., 2010). PemaktupoBanue rena VInv B kaprodene ¢ ucmonszoBanuem CRISPR/Cas9
NPUBEJI0 K 3HAYUTEIPHOMY CHIDKEHHUIO OKCIpeccud U Oonee HU3KOW (hepMEeHTaTHBHOMN
akTUBHOCTH VINV, 4yTo yMmeHbIIMUIO 0Opa3oBaHHE caxapoB MpU XpPaHEHHUH Ha XOJIOAE U
MPEIOTBpAIAIO XOJI0J0BOe ocaxapuBaHue kaprodens (Yasmeen et al.,, 2022). Jlanabie qRT-
PCR mnokazanu, 9To B OTpEeJaKTHPOBAHHBIX pacTeHHsX kapTodens sxkcrpeccuss MPHK rena Vinv
ObL1a cHikeHa B 90 pa3 Mo cpaBHEHUIO ¢ KOHTPOJIbHBIMU PACTEHUSAMU. AHAIHU3 PEAYLIUPYIOIINX
CaxapoB BBIBWJ MATUKPATHOE CHIDKEHHE WX KOJMYECTBA B KIYOHAX TPAHCTEHHBIX IJMHUMN
(Yasmeen et al., 2022). AnanoruuHo ObUTM IMOJMYYEHHI JMHUW C YMEHbBIIEHHBIM Ha 95-99%
HAKOIUICHUEM PEIYIUPYIOIMINX caxapoB mocie xpaHeHust npu +4°C B TeueHue 4 MecsieB B
pesynbrate CRISPR/Cas9 penaktupoBanus rena VInv y coptoB Atlantic u Desiree (Ly et al.,
2023). Inst seikarouerust VInv B copre Ranger Russe 6but ncnonb3oBan TALEN (Transcription
Activator-Like Effector Nucleases) merton penakTupoBaHUs, B Pe3yJdbTaTe YEro HEKOTOPHIC
OTpEIaKTUPOBAHHBIC JTMHUU MMENH CIIEJOBBIE YPOBHU PEAYIHPYIOUIMX CaxapoB B KIYOHSX, a
YUIICHl UMEJIM CBETIIYI0 OKPAcKy M CoJiepKaiu MOHWKeHHbIe ypoBHU akpuiamua (Clasen et al.,
2016). Kpome Toro, He0OXOAMMO OTMETHTh, UYTO H3MEHEHHE AKTUBHOCTH WHBEpTa3, KaK U
JPYyTUX TEHOB YIJIEBOJAHOTO OOMEHa, MOXET OBITh CBSI3aHO C IOCTTPAHCKPUIILIMOHHON
peryisiuuen, kak, Harmpumep, ObUIO MOKa3aHO Ha MPUMEpPE KUCION BaKyOJIIPHOM WHBEPTa3bl
Vinv (Xu et al., 2009; McKenzie et al., 2013; Datir, 2021).

bbuo nokazano, uro perynupoBath CIS Moryt Takxke nuHruOuTops! nasepras StINH (Xu
et al., 2009; Liu et al., 2013). [Ipo¢puns sxcnpeccun St-INH B pasnuuHbIX opraHax pacTeHHH
KapTodenss U XpaHAIUXCs KIyOHSX TOKa3zall, YTO DKCIPECCHs] TeHa Oblia caMOil BBICOKOW B
KITYyOHSIX W ObUIa CHJIBHO ITO/IaBJIeHa HU3KUMH TEMIIepaTypaMu. JTOT MAaTTEPH SKCIPECCUU OBLIT
IPOTHBOIOJIOXKEH CHUKEHUIO HAKOIUIEHHMs caxapa B KIYyOHSX, XpaHAIIMXCS B XOJOAE, YTO
noaTBepxaer BosMoxkHoe ywactue St-INH B CIS y kaprodens (Slugina et al., 2020). dns
NIPEOIOJICHHs] HAKOIUICHUSI TEKCO3, BBI3BAHHOTO XOJIOJIOM, T€HBI MHTMOWTOpA WHBEPTA3bl ObLTH

CBEPXIKCIIPECCUPOBAHBl B TPAHCTEHHBIX  pacTEHUsAX  Kaproders. DKTOMUYECKast
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CBEpXIKCIIpeCCHsl WHTHOWMTOpa BAaKyOJSIPHOM WHBEpTa3hl Tabaka MpHUBEla K CHUKCHHUIO
HAKOIUICHWS BOCCTAHABIMBAIONIMX CaxapoB B TPAHCTEHHBIX pACTEHUSX, TEM CaMbIM
npenorBpatuB CIS xaprodenpHbix kimyoHel (Greiner et al., 1999). beimun uneHTudUIIIPOBaHBI
nzoopmbl mHTHOMTOpa uWHBepTazbl StInvinh2A u  Stinvinh2B, kotopsie cnenuduvecku
uHrnoupoBanu aktuBHocTh VInvl B xinyOmsx kaprodens (Liu et al., 2013). O6e uzopopmbl
ObuH cBepxaKcHpeccupoBanbl B CIS-uyBCTBUTENBHBIX COPTAaX KapTOQes WK PepecCupoOBaHbI
¢ ucnosnb3zoBanueM meroga RNAi-caitnencunra B CIS-yCTOMYMBBIX T€HOTHUITAX, YTO MPHUBEIIO K
WHTUOMpOBaHMIO MHBPTa3bl U yMeHbleHuto CIS (Liu et al., 2013).

boun  wm3ydensr martepuHbl  okcmpeccun reHoB  INH1  w INH2  xnyOneit
XOJIOJIOYYBCTBUTEIIBHBIX W YCTOWYUBBIX COPTOB KapTodens, XpaHAmmXcs B Xojojae. bwiio
noka3zano, uyto uHAaykuus MPHK INH2 B xnyOGusx xkaprodens, XpaHAIIUXCS B XOJIOAE,
crocobctBoBana yctouuBoctu K CIS u BkIoyana crutaiiciHr ruOpuaHbix BapuanToB MPHK
reHoB HHruouTopoB (Brummell et al., 2011).

Jpyrass rpymnma ¢epMEeHTOB, BIMSIONIMX Ha XpaHEHHEe KIyOHeW Kaprodens mpu
MOHIDKEHHBIX ~TeMIlepaTypax, TMpeAcTaBlieHa (epMeHTaMH, KOHTPOJUPYIOIIMMH CHHTE3
Kpaxmaia B ki1yoHsx S.tuberosum. Tak uzBectHO, uto AJID-rII0K03a SBIAETCSA CYOCTPATOM ISt
CUHTE3a Kpaxmajia u Oenok aneHosuHaudocdar-riarokozonupodocopmiaza AGPase moxer
CTHUMYJIMPOBaTh CHHTE3 Kpaxmaja M CHIDKaTh HAKOIUICHWE DEIyIUpYIOmuX caxapos. llpu
aHaJM3e TEHOB, BIUSIONIMX Ha COJEp)KAaHUE CcaxapoB B KIYyOHsX kaprodens B mpoiecce
XPaHEHUs MPU HU3KUX TOJOKUTENBHBIX TeMIepaTypax, ObUIO MOKa3aHo, YTO JIBE CYObETUHUIIBI
AGPase a u AGPase b orseuarot 3a 12,5 u 13,3% conepkanust caxapa (Menéndez et al., 2002).
Kpowme toro, moBeImienHas sxcnipeccus reHa AGPaseS nmpuBoamiia k 6oJiee BBICOKOW aKTHBHOCTH
AGP-a3p1 u Oosiee HU3KOMY HaKOIUICHUIO PEAYIUPYIOIIUX CaXxapoB B KIYOHSIX KapTodelns mpu
XOJIOJIOBOM XpaHEHWU, B TO BpeMs Kak mnonaBieHue aktuBHoctu AGPaseS B kaproderne
NPUBOAMIIO K MpOTHBONOJIOKHOMY 3ddekry (Song et al., 2005). [TonyueHHbIe JaHHbIE TaKXe
MOKA3aJM, YTO KOPPEJSIIHS MEXAY TPAaHCKPUNTAMH TeHa W aKTUBHOCTHIO AGP-a3pl Obuta
HE3HAUMTENFHOW, YTO TIO3BOJSET TMPEAINOJIOKUTh, UYTO TaKXKE MOXET HMETh MECTO
MOCTTPaHCKPUIIIIMOHHOE U3MeHeHue akTuBHOCcTH (hepmenTa (Tiessen et al., 2002).

bruto mokazaHo, YTO Ha yCTOMYMBOCTH KIyOHEH KapTodens K XOJOJOBOMY CTpECCY
BJIMSIET COOTHOIIIEHHE aMIJIO3bI M aMUJIONIEKTHHA B KpaxMalie, MMOCKOJIbKY CKOPOCTh THIPOIIN3a
aMUJIOTICKTHHA ¥ aMIII03bl pa3inudHa. PepmenTs caxopo3zocuHTassl SS (I-1V) u GBSS Biustor
Ha CTPYKTYPY U COJIep:KaHNe B KpaXMalbHBIX 3epHAX aMUJIONEKTHHA U aMHUIIO3bI U MOTYT BIUSITh
Ha HaKOIUICHHE PEIyLUPYIOIINX CaXxapoB, U3MEHSS CKOPOCTh Pa3IoXKEeHHUS Kpaxmala B KITyOHSIX

IIpU XOJIOJOBOM CTPECCC, HO MECXAaHU3MBI 3TOT0 IMponecca 10 KOHIAa HE SICHBI.
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CuHTe3 aMUIONEKTHHA TPpeOyeT akTUBHOCTU (PepPMEHTOB, pacileruisionux kpaxman: SBE
u DBE. CTpykTypa aMuI0neKTHHA, KIF0YEBOI0 KOMIIOHEHTA Kpaxmalla, OIpeeisieT KOJIMYeCTBO
CHUHTE3UPYEMOro KpaxMmaja B pacTeHusx. B kaprodene ecTh ABa Kilacca pa3BETBIISIOIINX
dbepmentoB SBEI u SBEII. MccnenoBanus moauMoppu3MoB B TeHax dTUX OCJIKOB MOKa3ald, YTO
SBEI u SBEIl ObuiM B 3HAYMTENBHOM CTENEHU CBSI3aHBI CO CTENEHBIO (DOCHOPHIUPOBAHHS
KpaxMaJlbHBIX IIEeTIel B KIIYOHSIX KapTodens, a mpu X0J00BOM CTpecce cojepxkanue (ocdaros
U HaKOIUICHHE PEIyLHUPYIOIIMX CaxapoB B KIYOHSIX MOJIOKUTEIbHO Koppenauposano (Carpenter
et al., 2015). D10 MO3BOJIMIIO MPEATIONOKUTh, uTO Oenku SBE MoryT perynupoBarh HakoIieHHE
[JIIOKO3BI U (DPYKTO3Bl HA XOJIONYy WyTeM H3MEHeHUs (ochopunupoBanus B KIyOHSX.
[Ipeanonoxurensno Ha ypoBeHb CIS Moryr BausaTh u apyrue (EepMeHTHI, TakKe
BO3/ICIICTBYIONIME HAa CTENEHb Pa3BETBICHHUS IIeTel Kpaxmala, MOHIKAIOIIUE CTENEHb €ro
BeTBIeHMs, Takue kak DBE. OnHu Moryt BIusiTh Ha HaKOIUJIEHHE CaxapoB IMPH XOJOIOBOM
cTpecce, U3MEHss CoepKaHUEe aMUJIONEKTHHA B KIyOHsAX. OJIHAKO 3Ta TUIIOTE3a HYXKAAETCS B
MOJITBEPKJICHUU.

[Tockonbky moaAepxkaHHe KadyecTBa KIyOHeH TMpuU  XpaHEHHUH  CBS3aHO C
MHOTOUYHCJICHHBIMU Tpo0sieMaMu, HeoOxoauMa pa3paboTKa JUArHOCTHUYECKUX OHOMapKepoB,
IPECKa3bIBAIONINX CTETIEHb XOJIOJI0OBOTO OCaxapuBaHUs KIIyOHEH kapTodersi, KOTOpble MOXKHO
OPUMEHATh K IIMPOKOMY CHEKTPY TE€HOTHUIIOB M KOTOpPbIE MOTYT OBITH JIETKO M JICHIEBO
WHTETPUPOBAHBI B CYIIECTBYIOIIME METOJUKUA YIPABICHUS XpPaHEHHMEM M MOTJIH ObITh
ucnonb3oBanbl cenekiuu CIS-ycroituuBeix coptoB. B cBA3M ¢ 3TUM OBIJIO NPOBEACHO
JIOCTaTOYHO MHTEPECHOE MCCIIEI0BAaHUE 0 BBISIBICHUIO KOPPENIALUNA MEXAY SKCIIPECCHE TeHOB
nocie cbopa ypoxasi C YpOBHEM TIJIFOKO3bI B KIYOHSIX IOCIE€ XpaHEHWs] MPU MOHMKEHHBIX
TeMIneparypax JUisi TOTO, 4YTOOBl OIpPENeIUTh YPOBHU OSKCIPECCMH T'€HOB M IOTEHIMAI
o0pa3oBaHMs Pe3UCTEHTHBIX cCaxapoB B Mpoliecce xonoaoBoro xpanenus (Neilson et al., 2017).

beuto npoananu3npoBaHo 12 coOpTOB U CENEKIMOHHBIX JIMHUI, KOTOPBIE ITOKa3alIld Pa3HOe
KOJIMYECTBO TUIFOKO3BI MPU COOpe yporkas Tepell XpaHeHneM Ha xouofie: y copta Shepody Obu1o
caMoO€ BBICOKOE COJICp)KAHHME TIIOKO3bl, a y JmHuU 15323-04 - camoe Hu3koe. bbIo
O0OHapy’>K€HO, YTO OTHOCUTENbHBIE PA3JIMUYUs B YPOBHAX TIIIOKO3bl MEXAY aHAIN3UPYEMBIMHU
o0pa3laMu MEHSIOTCsSl Tocie XpaHeHus npu +4°C B TedeHHE Tpex MecsieB 0e3 BBIABICHHUS
KaKoW-1100 3aBUCHUMOCTHM M OJIHO3HAYHO OBbUIO ONpPENENICHO, YTO YPOBHHM TIJIIOKO3BI MeEpen
XpaHEHHEeM He sBIsAoTCS XopowuM mnpeaukropoMm CIS. 73 rena ObUIM NMPOTECTUPOBAHBI HA
KOPPEJSILMIO MEXIY JKCIPECCUEH T'€HOB 10 XpAaHEHHS B XOJOIWIBHUKE W KOHLEHTpaLuein
[JIIOKO3BI TTociie 3 MecsieB XpaHeHus: Ha xonoje. s 12 copToB ObLIO MOKa3aHO, YTO YPOBEHb
UX JKCIpeccuu 110 XpaHeHHus npu +4°C MOJO0KHUTENbHO KOPPEIUpPOBal C YPOBHEM TIJIFOKO3bBI

IMOCJIC XPaHCHUA. Tem CaMbIM, YPOBHH JKCIIPECCHMU IOTHUX TI'CHOB OO0 3aKJIIaJIKM Ha XOJOJO0BOC



29

XpaHeHHe MOIJM OBITh MapKepaMu YpOBHEH peaylHpYIOLINX caxapoB IOCIE XpaHEHUs WU
npeaukTopamu odpazoBanus CIS. OTaenbHBI MHTEpEC MPEACTABISAIOT MpEanoaraeMblii reH-
IEPEHOCYMK aykcuHa Lax w rewsl, komupyromme Ocnku cemeiictBa RING finger m F-box,
Y4acCTBYIOIIHME B MOCTTPAHCKPUIIIIMOHHOMN PETyJIsSIUU, U YPOBEHb KCIPECCUU KOTOPBIX IMOKa3all
BBICOKYIO KOPPEJIALIUIO C COAEePKaHUEM TITIOKO3BI TIOCIE XpaHeHus. I'eH, U1 KOTOpPOoro nokas3aHa
tecHas cBs3b ¢ CIS-ycroiunBocThio, SODRFP1, xonupyromuii 6enok RING finger (Zhang et al.,
2013). benku RING finger y4acTByIOT B psazie PU3MOIOTHISCKUX MTPOILIECCOB, BKIIOUYAs PEAKIIHIO
Ha XOJIOJIOBBIN cTpecc. B kaprodene mossimieHHas skcnpeccus SORFP1 mpusomuna k 6osee
BBICOKOMY HAaKOIUICHHIO PEIyLHPYIOUIMX CaxapoB, B TO BpeMs KaK MOHIKEHHAs CHIKAJIA MX
HakoruieHue (Zhang et al., 2013).

OpHako, 4TO HMHTEPECHO, B HCCIECJOBAHMM [0 3aBUCUMOCTU YPOBHS JKCIPECCHUU C
YPOBHEM TJIOKO3bl HE OBLJIO OOHApYXKEHO KOPPENSIIHH C 3KCIpeccuell T'eHOB, MeTa0olu3Ma
Kpaxmalia WIH caxapoB Iepex xpaneHueM Ha xoioxy (Neilson et al., 2017). 3T1o MoxeT OBITH
CBSI3aHO C TOCTTPAHCKPUIIIMOHHON PETYJSIUe TeHOB YIJIEBOJHOrO OOMEHa, Kak, Hampumep,
OBLTO TIOKA3aHO Ha MpHUMepe KUCIoi BakyossipHoi muBeprtassl VINv (McKenzie et al., 2013).
Okcnpeccuss MPHK VINv kak B TMHHUSIX AMKOTO THMA, Tak U B TuHUAX ¢ RNA1 HOKayHOM reHa
He OblIa CBsi3aHA C aKTHBHOCTHIO VInv mpum mmrensHOM XojomoBoM XpaHeHuu (Wiberley-
Bradford et al., 2014), u ObUIO TIOKa3aHO, YTO PETYJIUPOBATH €r0 aKTUBHOCTH MOTYT, CKOpEe
Bcero, MHruouTopsl nporeas VIinv (Xu et al., 2009; Liu et al., 2013).

IToMrMO T€HOB KHCIBIX BaKYOJSIPHBIX WHBEpPTa3 OTICIbHBIA MHTEpEC MPeJCTABISAIOT
npyrue (pepMeHTBI, BIHMSIONINE Ha MpeBpalleHHe KpaxMala B peaylHpYIOUIHe caxapa B
amMmIIoriacTax KIyOHeH, Takne Kak aMHIIas3bl, KOTOPBIE MPEICTaBICHBI ceMeicTBaMu o- U -
ammnas. J{ns o0oux ceMelcTB OBLIO MOKa3aHO, YTO aKTUBHOCTb M O-aMUJIa3bl, U [-aMuUiIa3bl
KapTodelns MOBBIIIAETCS BO BpeMsl XOJIONOBOrO cTpeca. Bcero B reHome kaprodens ObLIO
uaeHtuduuuponano 10 20 renoB o-ammias (Duan and Jin, 2024). [IpoBeneHHbIe HcCIeA0BaHUS
MOKa3alii, 9YTO B KIYOHSX NPH XOJOJAOBOM CTPECCE DKCIPECCUPYIOTCS /[BAa IeHa O-aMHJIa3bl —
StAmyl u StAmy23. [1pu 5TOM aKTUBHOCTh O-aMHJIa3bl B MIEPBYIO O4epenb 3aBUCHT OoT StAmy23
(Zhang et al.,, 2014b). ¥V knyOHel TpaHCr€HHBIX pPAaCTEeHMH KapTodens, B KOTOPBIX ObLI
uHTuOMpoBaH Oenok StAmy23 3amepXUBAJIOCh IpOpacTaHWe, KaK pe3yJlbTaT CHUKEHUs
CKOpPOCTH pasiokeHus: Kkpaxmana. llomaBienne axkTuBHOCTH  StAmy23  3amepKuBalio
npopactaHvie KiyOHed Ha 1-2 Helenaw MO CPaBHEHMIO C KOHTPOJEM. DTO COMPOBOXKIAIOCH
CHIDKEHHEM B KJIYOHAX Y XpaHUBLIMXCS NpH Temneparype +8°C TpaHCT€HHBIX pacTeHHH ¢
UHTUOMpOBaHHBIM ~ StAMY23  copepikaHUs  peAYLHUPYIOIIMX CaXxapoB U  TOBBIIICHUEM
MaJIbTOOJINTOCAXapHUI0B B KOXKYpe KIYOHEH W IO/ TOYKOBBIM TJIa3KOM KIyOHEW kapTodens c

nepunutoM.  V3MeHeHue — coiepkaHHsL ~— pPacTBOPUMBIX  CaxapoB  COINPOBOXAAETCS
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HE3HAYUTEIbHBIM H3MEHEHHEM CTPYKTYPHI (DUTOTIMKOTEHA U pa3Mepa rpanyn kpaxmana (Hou et
al., 2019). Bce 3T0 mo3BosIS€T MPENNONOKUTh, 4TO StAmy23 MOXKET UrpaTh BAXKHYIO POJIb B
ruapoan3e kpaxmaia Bo Bpems CIS kaprodens.

Bcero Obuto maentudunupoBanHo B renome S. tuberosum cemb reHoB [P-amumiaz u
UCCIIE/IOBaHA CBSI3b MATTEPHOB SKCIIPECCHU ATHX T'€HOB C AaKTUBHOCTHIO Kak Oenka, Tak U ¢
COJepKaHWEM MOHOCaxapujaoB. B mepBylo odepenp B KIyOHSX KapTodens aKTHUBHOCTb
B-amunasel cBs3aHa ¢ StBAMI1 u StBAM9 u mokazaHa MX poJib, KaK OCHOBHBIX aMujas, B
HAKOIUICHWU PEAYLHUPYIONIMX CaXxapoB B KIYOHAX, XPaHSIIMUXCS HpPU HUZKUX TEMIEpaTrypax
(Zhang et al.,, 2014a). Opnako, kak ObUIO TOKa3zaHo, StBAM9 cam He mposBisier
(epMEHTATUBHON AaKTHBHOCTH, HO MOXET WIrparh poJib B JAETpajallid Kpaxmana, KoTopas
3aBHCHUT OT ApPYrux OeiKoB, KOTOpble B3auMoJeHCTBYIOT ¢ StBAMY (Zhang et al., 2014b).
[TonmwxenHasi TpaHcKpunuus reHa P-amuiaazsl StBAM3 mpuBoauia K MOBBIIICHHOMY CHHTE3Y
KpaxMaJia B JIMCThIX KapTodesi, OHAKO, €ro PoJib B KIIYOHSX JI0 KOHIIA HE OIpe/esieHa.

Takum oOpa3oM, B KiIyOHsX S.tUDerosum B ycioBHSIX XOJIOJIOBOTO CTpecca, pojb U
MEXaHHM3Mbl PA3IMYHBIX TE€HOB O- U [-aMuiIa3 B pa3lOKEHUH KpaxMaiaa W HaKOIUICHUU
pPEAYLHUPYIONINX CcaxapoB MOTYT OBITh pa3iMuHbIMH. B HacTosiee BpeMs A0 KOHIA He
BBISICHCHBI (DYHKIIMHM KQKIOTO0 W3 TCHOB aMWJIa3, WX B3aUMOJICHCTBUS, a TaKXKE BO3MOXHBIC

pasiinius B SKCIIPECCHUU 3THUX I'CHOB B 3aBUCUMOCTH OT AJIMTCIIBHOCTH XOJOJO0BOI'0O CTpECCa.

1.4. OcHoBHbIe epMeHTHI MeTa00/1M3Ma KPaxXMaJia H X y4acTHe B CTPECCOBOM OTBETe.
1.4.1. AMuua3ssl.

OOMeH Kpaxmalla B PACTEHUSAX KOHTPOJUPYETCS psAIoM (DEpMEHTOB, Cpelu KOTOPBIX
aMMWJIa3bl UTPAIOT BAKHYIO POJIb B PETYJISLUU AETpaJalui KpaxMasia. AMuiassl asistores 1,4-a-
D-rarokaHoruaponasaMu M OPEACTaBISIIOT COOOM rpymnmy (EepMEeHTOB, THAPOIU3YIOLIUX
Kpaxmall, ¢ oOpa3oBaHHMEM IPOCThIX CaxapoB, TaKUX KakKk (pykTo3a, MaybTo3a, IJIIOKO3a U
nexcrpuH. CyliecTByeT JBa TUIIA aMIIIa3: 3K30-aMHJIa3bl U SH/I0-aMHJIa3bl. DK30aMUJIa3bl MOTYT
pacIeIUIsITh HEBOCCTAHABIMBAIOLIMI KOHEI| Kpaxmajga, B TO BpeMsl Kak »JHI0aMHJIa3bl
THPOJIU3YIOT CBSI3U BHYTPHU MoJIeKyJ bl kpaxmana (Kamon et al., 2015).

AMua3el pacCTeHUI MOKHO pa3efuTh Ha TP OCHOBHBIX MOJKJIacca: o—amuiassl (AMY)
(EC 3.2.1.1), B-amunazer (BAM) (EC 3.2.1.2) u y-amunassl (win rmokoammiassl EC 3.2.1.3).
0—aMuIa3bl JOCTaTOYHO IIMPOKO PacCHpOCTPAHEHB! KaK y HU3IIMX, TaK U Yy BBICIIUX PACTEHUH.
O—aMMJIa3bl M0 MEXaHU3MY JEHCTBUS SBISIOTCS MPEUMYIIECTBEHHO 3HAO(PEpPMEHTaMHu, B TO
BpeMsl KaK [3-aMuia3bl UCKIIIOUUTENBHO AK30(hepMeHThl. AMUIa3bl IEHCTBYET KaKk Ha aMUio3y,
TaK ¥ Ha aMWJOTIEKTUH WM TIPOU3BOJBHO OTCEKalT o-1,4-miemb BHYTpHM caxapHOUW Ienu 0e3

pasnuuus cyocTpaTa, HO HE MOTYT J€HCTBOBATh Ha o-1,6 1emnmu.
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B-amMuia3el OTAMYAIOTCS OT O-aMUJIa3 TEM, YTO SIBISIOTCS HUCKIIOUUTENIBHO 3K30-
aMmiIa3aMM M C HEBOCCTaHABJIMBAIOIIErO0 KOHLA Lenu o-1,4-rmrokaHa mnocieaoBaTelbHO
OTUICTIISIOT 3BEHbsI MaJIbTO3bl. B cilydae Hepa3BeTBIIEHHBIX CyOCTpaTOB, TaKMX KaK aMMJIO3a,
MOJIEKYJIbl CyOCcTpaTa MOTYT MOJIHOCTBIO pa3jiarathCs B-amMuia3aMu Ha MajbTO3y M HeOOJbLIOe
KOJIMYECTBO IIFOKO3BI.

y-aMuiasbl (TJII0KOaMIIIa3bl) — 3K30HYKJI€a3bl, paclleIvIsionine He Tojibko o 1—4), Ho
u o(l—6) raMKo3MIHBIE CBS3M C HEBOCCTAHABIMBAIOLIETO KOHIA MOJIEKYJ Kpaxmala, B
pesyibTare yero oopasyercs D-Timoko3a B KauecTBE €AMHCTBEHHOI'O IIpoAyKTa rujposusa. [Ipu
ATOM TIIIOKOAMMIIa3a CIIOCOOHA TaKKe KaTaU3UPOBaTh PEAKIMI0, OOPATHYIO OOBIYHOM peakiuuu
THJIPOJIM3a, C MOJyYCHHEM, B OCHOBHOM, MaJibT03bl U M3oMaibTo3bl (Soccol et al., 2006). Bcee
3TO OTJMYAeT TIJIIOKOAMUiIa3dy OT o- W [-aMuia3 M JelaeT ee eIUHCTBEHHBIM (hepMEeHTOM,
CHOCOOHBIM MOJHOCTBIO MMIPOIU30BaTh KPaxmai 10 IJIFOKO3bI.

Haunbonee QyHKIIMOHAIBHO 3HAYUMBIMU M UCCIICIOBAHHBIMH y PACTCHUN SBISIOTCS O- U
B-amumnazel. Amunazst AMY u BAM npunaanexar K CynepceMeWcTBY TINIMKO3UATUIPOIIA3
GH 13 u GH 14, coorBerctBennHo. O0a Tuma aMuia3 o0JagalOT CXOIHBIMH MeXaHH3MaMU
JefcTBUsA, XOTs CcyOCTpaThl M MPOAYKTHl PA3IUYAIOTCS B PETYJALMM AETpajallid Kpaxmaia.
OcHoBHble KatanuTuueckue nomeHsl AMY m BAM y pasHbIX OpraHu3MOB UMEIOT CXOJHBIN
KaTAIMTHYECKUH JOMEH, KOTOpBIH cuMTaeTcs HambOoiee JpeBHEl W Hamboiee YacTo
BCTpEYaroLIecs CTPYKTYPOH 3THUX OEIKOB U KPOME TOrO IMOJITBEPKAAIOLINM MPOUCXOKACHUE
000MX THUIIOB TeHOB OT oOIero mpeakoBoro rena (Hocker et al., 2001). Benku amunas pacTeHuii
UMEIOT CXOAHYI0 TPETUYHYIO CTPYKTYypy u3 ojnHoro (AMY, Y-amunasel) unu asyx (BAM)
ToMeHOB. OCHOBHOM KaTaJIMTUYECKUH JOMEH BCeX aMmuia3 mpescTasiieH (B/o)8-IuauHApOBEIM
aapoM (takke HaspiBaeMbIM TIM barrel). ¥V a-amMuna3z oH BKIIIOYaeT BOCEMb O-CIHUpaei,
PAcCIIONIOKEHHBIX CHApY»KH, KOTOPbIE OKPYXKAlOT BOCEMb MapaJlieNbHbIX -criupalieil BHYTpH Ha
N-KOHIIe, U, BEPOSTHO, SBJISIETCS XapaKTepHOU 0coOeHHOCThIO (epMeHTOB AMY. V a-amunas
OCHOBHOHM JIOMEH COJEpKUT TPHU BBICOKO KOHCEPBATHUBHBIX KIIIOUEBBIX KaTAJTUTHUECKUX
AMHHOKHUCIIOTHBIX ocTaTtka Asp-Glu-Asp. B-amuiassl Takxke GOpMHUPYIOT KaHOHHYeckoe ([B/a)8-
IWIMHAPOBOE /AP0 € KPUTHYECKHMMM JUIl (PepMEHTATMBHOM AaKTHUBHOCTH JBYMS BBICOKO
KOHCepBaTUBHbIMH ocTaTkamMu Glu, neificTByromuME Kak J0HOp MpoToHOoB U HykiIeopu (T, V).

benku AMY um BAM mpu rugponnse Kpaxmajga HNOTEHIMAIBHO MOTYT HPHUBOJIWUTH K
00pa30BaHUIO MAJIbTO3bI - OIHOTO U3 OCHOBHBIX META0OJIUTOB U OCMOJIMTOB KJIETOK pacTeHuil. B
psne uccinenoBaHMK OBUIO TOKAa3aHO, 4YTO TPAHCKPUIIUS TEHOB 000MX (epMEHTOB
PETYIMPYIOTCS CIIOKHOW PEryJIiTOpHON CEThIO, KOTOpasi BKIIOYAeT B ce0sl CBET, (PUTOrOPMOHBI,

caxapa u crpeccosie (pakTopsl (Kaplan et al., 2006; Doyle et al., 2007).
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1.4.1.1. Ctpoenue u GpyHKIUH Q-aMHJIA3.

a-ammiaza (EC 3.2.1.1) — npunamiexxut k kmaccy o-1,4-rmrokaH-4-rIroKaHOTHAPOIas,
IPUCYTCTBYIOLIEMY Y BBICIINX JKUBOTHBIX, PACTEHHUH M MHUKPOOPIaHU3MOB, HI'PAET KIIOUYEBYIO
pOJb B yIJIEBOAHOM oOMeHe. DepMEeHT KaTalu3upyeT ruApoiu3 o-1,4-TIoKO3UAHBIX CBSA3EH B
Kpaxmalie U POJICTBEHHBIX €My O-TJIFOKaHaX, B pe3yJbTaTe 4ero Kpaxmaji B Ipoliecce pacraja
IpeBpallaeTcs B OJUTrOcaxapuibl, KOTOpPBIE Jajee TUAPOIU3YIoTCS 10 (GPYKTO3bI U TIIIOKO3BI
(Mobini-Dehkordi and Javan, 2012). XapakTepHoii OCOOCHHOCTBIO OOJIBINIMHCTBA O—aMHJIa3
SIBIsIeTCs CBsi3h ¢ MoHamu Ca’’ B KadecTBe HEOOXOAMMOTro KO(GAaKTOPa, KOTOPHIA HCIOIb3yeTCs
(bepMEeHTOM U KaK CTaOMIM3UPYIOLIUH, U KaK aKTUBUPYIOLIUH (akTop.

BonbmIMHCTBO 0-aMuiIa3 M3BECTHBI KaK HSHAOAMUIA3bl U XAOTUYECKH THUIPOIHU3YIOT
HOJIMMEp Kpaxmalla, COXpaHssl IpU ATOM €ro aHoMepHyk KoH¢wurypamuio. Kpome Ttoro, x
0-aMHJIa3aM  OTHOCSATCS  9K30-aMHJIa3bl, KOTOPBIE MOTYT OTHICIUISATH  CIeUU(UIECKUI
MaJbTO3HBIN JAHcaxapuj OT KOHIa kpaxMaiabHo# nenu (Derde et al., 2012).

Ha npumepe stumenss Hordeum vulgare L. mMeTooM peHTIeHOBCKO# KpuCTautorpapuu
ObuTa ompeesieHa OeNKOBasi CTPYKTYPa PACTUTEIBHON aMUJIa3bl. Oi-aMUIa3a KMEET TPEXMEPHYIO
CTPYKTYPY, KOTOpasi IOMOTAET €ii CBA3BIBATHCS C CyOCTPATOM M JIeNaeT €€ BhICOKOCTenn(puIHOM
B CBOEH aKTUBHOCTH. MoJieKyla o-aMUIa3bl COCTOUT U3 OAHOW MOJUMENTUIHON IENH, KOTopas
conmepxkuT 512 amuHOKHCIOT (MoyiekyisipHas macca 57,6 xla) (Sahni and Goel, 2015). B
CTPYKTYpPE (-aMUJIa3bl BBICISIFOT TPU KOHCEPBATUBHBIX JOMEHA: TOMEH A SIBISIETCS OCHOBHBIM
KaTaJIUTUUECKUM JIOMEHOM, XapakTepHbiM a1 Bcex AMY ¢epmentoB. OH BKIHOYAeT
pacnionoxeHHbId Ha N-koHue (B/a) 8-munmunapuyeckuit gomeH (TIM barrel), koTopsrit cocTout
U3 BOCBMH O-CIIHpAlel CHAPYXKH, OKPYXKAIOUIMX BOCEMb MapauIeIbHBIX [-Crupaineil BHYTpU
(puc. 5). DTOT OMEH COJEPKUT aMUHOKHCIIOTHBIE OCTATKH aKTUBHOTO IIEHTpa, a TaKXKe Te,
KOTOpBIE YUacTBYIOT B cBsi3bIBaHUM Jiuranja (Yang et al., 2023).

—_ Domain B

Domain A

Domain C

Pucynok 5 — Tpernunas crtpykrTypa a-amuiuasbl suMeHs HVAMY-1, OtnenbHble HOMEHBI
OKpalleHbl: KartaquTuyeckuid A  nomeH (P/o)8-umnmuHapuyeckuii  (KpacHbIM), JIOMEH
B — (xenteim), nomen C — (cuHum), moiucaxapu- 3enensm (Payan, 2004).
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Jlomen A coctarisieT OoJibliie IBYX TpeTei Becero Oenka (286 a.o y H.vulgare) (Sahni and
Goel., 2015). Karanutndeckuii HEHTP BKIIOYAET TPH KIFOYEBBIX aMUHOKHUCIOTHBIX OCTaTKa Asp-
Glu-Asp (Yang et al., 2023). YyacTok CBSI3bIBaHUS KpaxMalbHBIX Ipanyin SBS1, BKirouarommii
nBa ocrtatka Trp, pacmojioKeH Ha O-CIHUPaIM SHTPaJIbHOro [/o-IMIMHApPA W KpaiiHe
KOHCEPBATHUBEH Y BCEX (i-aMHJIA3, 32 UCKJIFOUYEHHUEM OelIKOB mojicemeiictBa AMY2, it KOTOPBIX
XapakTepeH creupruIecKuil yaacTok cBsa3biBaHus kpaxmaia (SBS2) (Ju et al., 2019).

Jlomen B umeer rioOynspHyr0 GopMy W BCTPOSH B JOMEH A B BHJE MPOTSIKEHHOMN
NEeTJIM, BCTABJICHHON Mexay B-Ienblo U o-cnupanbio nomeHa A. lomen B obpasyer monocts, ¢
KOTOPOil CBsi3aHBI MOHBI Kanbiust Ca’’. BbUTH BBIBICHB AMHHOKHCIOTHBIE OCTATKH,
SIBIISFOIIIMECS TUTaHIaMU JJIs BceX Tpex noHoB Kanbius (Sahni and Goel, 2015). Tperuit nomen
C oOpa3yeT OTAENbHYIO TJIOOYISPHYIO €IMHHILY, COCTOSIIYIO HCKIIOYHTENBHO U3 [-IHUCTa,
dbynkmus koroporo HeusBecTHa (Seddigh and Darab, 2015).

I'ensr o-amunazsr AMY1, AMY2 u AMY3 BbIsSIBIICHBI y MIPEICTaBUTENEH BCEX BBICHIMX
pactenuii. IIpu 3TOM, Bce Tpu aMuiIasbl JIOKAIU3YIOTCS B Pa3HbIX KOMIIAPTMEHTAX KiIEeTKU. Tak,
AMY1 nokanusyeTcss B amoriacTeé U JPYrHMX BHEKJIETOYHBIX KoMmapTMmeHtax, AMY2 - B
murosone 1 AMY3 - B miactumax (Kitajima et al., 2009; Mitsui et al., 2018). B nactosiiee
BpEMs BBIJIENISIIOT LIECTh MOJACEMENCTB o-amuiia3 pacteHuit AMY 1-6. Jlenenue Ha noaceMmeicTsa
OCHOBAaHO Ha pa3JHUYUSAX B CTPOCHUHM HYKJICOTHIHBIX M OEJIKOBBIX IOCIIEAOBATEIBLHOCTEMH,
HAIUYUU crienupuuecKkux (yHKIHOHAIBHBIX MOTHBOB U caiiToB. OJHAKO B CBA3HM C TEM, YTO
YacTO I'eHbl aMUJIa3 pa3IMYHbIX BUJOB PACTEHHH Ha3bIBAJIUCh HE HA OCHOBAaHUM FOMOJIOTHH, a 110
Mepe MX ONMHUCAHWsA, TO BO3HUKJIA OTPOMHAs ITyTaHUIA B HA3BAaHHUSIX W B ONPEACICHHH HUX B
KOHKpeTHble nonarpynmnsl. Panee Beigensuiiuce AMYA u AMYB tunel OenkoB. B HacTosiee
BpeMs ux oTHOCAT K noartunam AMYA=(AMY1 u AMY2) u AMYB=AMY3 (Juetal., 2019).

AMY1, AMY2 u AMY3 OTHOCATCS K CEKpETOPHBIM OejlKaM M BKIIOUYAlOT Ha N-KOHIE
CHUTHaNIbHBIE menTuabl amuHon 24-27 a.o. (Kitajima et al., 2009; Mitsui et al., 2018). B
MOJIAaBJISIONIEM OOJIBIIMHCTBE ciyyaeB B N-KOHIIEBBIX OOJIACTSAX TN€HOB O-aMMUJIa3bl y BBICIIMX
pacTeHuil BBISBISIFOT JBE KAaTETOPHHM CHUTHAIBHBIX TIETITHIOB: CEKPETOPHBIE CUTHAIBl H
TpaH3UTHbIE TenTuabl. CUTHaJbHBIE MENTHABl HEOOXOJUMBI JUIsl TPAHCHOPTHPOBKH Oe€lika B
pa3iaryHble KOMIOAPTMEHThI KJIETKH MU, TAKUM 00pa3oM, O-aMHJIA3bl ¢ Pa3IMYHBIMU CUTHAIAMU
MPEANOAraloT UX pa3sHoe CYOKJIETOYHOE pacIoioKEHUe NJisl TUApoiu3a Kpaxmana (Stanley et
al., 2002).

Kak u roBopuioch panee, Bce TpU aMuiIa3bl (DYHKIIMOHUPYIOT B Pa3HBIX KIETOUHBIX
KoMmapTMeHTax: B anoriacte (AMY 1), B uurozone (AMY3) u mnactunax (AMY3) (Stanley et
al., 2002). Ilpeanomnaraercs, 4To BCe TPU OCHOBHBIX CEMEHCTBA T€HOB Ol-aMUJIA3bl BBITOTHSIOT

pasHble (QyHKIMH. o-amMuiasbl nojcemeiictea AMY1  ydacTBYlOT B pacllelyieHHH
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BHEKJIETOUYHOTO KpaxMayia. o-aMHuia3bl BToporo mnoxacemeiictBa AMY?2 nokanusyiorcs B
IIUTO30JIE U MOTYT OBITh CBSI3aHBI C HAKOIUICHUEM CaxapoB B OTBET Ha JEHCTBUE XOJOJIOBOTO
cTpecca. o-aMuiiassl TpeTbero cemeiictea AMY 3 moryt ObITh (hepMEeHTaMH, OTBETCTBEHHBIMH 32
pazioxeHue BceX (QOpM IUIACTUI-CBSI3aHHOTO Kpaxmalia, TO €CTh KaK CHHTE3MpPYyeMOIo B
THEBHYIO a3y GOTOCHHTE3a, TaK U 3amacHoro kpaxmana (Stanley et al., 2002). ['unoteTnyuecku,
HAIMYUE MHOXECTBA JIUBEPICHTHBIX W30()OpM TMO3BOJISIET PACTUTEIHHBIM OpTaHH3MaM
UCIIONIb30BaTh  pa3jMYHble KaTEeropuu KpaxMajoloJOOHBIX MOJUCAXapUAOB B  CaMBIX
Pa3HOOOPA3HBIX YCIOBUSAX OKPYKAIOIIEH CPEeIbl.

B ornmmume ot OenxkoB, AMY-TeHBI oOxapakTepu3OBaHbl Yy KpallHE OrpaHHMYEHHOTO
KOJIMYeCTBAa BHMJOB BhICHIMX pacTteHuil (Stanley et al., 2002) u 10 HemaBHEro BpEMEHHU
uccienoanusi TeHoB AMY OblTH cOCpeOTOUEHBI Ha 3TaKOBBIX KYJIbTypaX, TAKUX Kak MIICHHIIA,
AYMEHb W PHUC, TaK KaK OBUIO IOKa3aHO, YTO TE€HBl 0-aMUJIa3 UIPAlOT BAXKHYIO DPOJb B
MPOpACTaHUU CEMSIH M CO3PEBAHUM 3€PHA, BIUSAA HAa YPOKaWHOCTh. YacTo MPOBOAMIM aHAIU3
au00 KaKOro-TO OJHOTO TE€Ha, JTUOO HECKOJIbKUX T€HOB OJHOro mnojcemeicts. [Ipum stom B
TeHOME MCCIIEIOBAaHHBIX PACTEHHI OBLJIO Hai/IeHO pa3HOE KOJIMYECTBO T'€HOB, OTHOCSIIMXCS K
pasHbIM moacemeiictBaM (Ju et al., 2019). Kpome Toro, yacto maxe OJU3KOPOJICTBEHHBIE BUIBI
MOTYT UMETh HE TOJBKO PAa3HOE KOJMYECTBO T'€HOB OJIHOTO CEMEMCTBA, HO TaK)Ke pa3iuyaThCs
KOJIM4YeCTBOM Tojcemeiicte AMY, mpencrasienHsix B reHome (Ju et al., 2019; Yang et al.,
2023).

Kax mpaBuno, renst AMY1 u AMY2 oTHOCSTCS K MoOAceMencTBaM, Cielu(PpUUHbIM IS
OJIHOJIOJIbHBIX. PaHee y BYJOJIbHBIX pacTeHui Obuin orpezesnensl renbl AMY 1-tuma, Takue kak
rersl apabumoncuca AtAMY1 u kaprodens StAmyl, kotopele Ha caMOM Jieyie TPUHAICKAT K
nojacemeiictey reHoB AMY3. B Hacrosiee BpeMs JaHHBIE (DIJIOTCHETHYSCKOTO aHajm3a
TeHOB/OENKOB 6 TOJCEMENCTB 0-aMujia3 CBUACTENBCTBYIOT O ABYX SBOJIOLMOHHBIX JTHUHUSIX,
TPYNOUPYIOMIMX O3TH TOJCeMecTBa B JBa KIacTepa: TMEpBbI BKIIOYAaeT TeHbl Ooee
npencTaBuTeNbHbIX noacemencts AMY 1, AMY2 u AMY3, npyroii — reHbsl onucaHHbIe ropa3io
no3aHee noacemeiicte AMY4, AMYS u AMY6. beuto yctaHoBIeHO, 4TO OONBITMHCTBO T€HOB
o-aMujIa3 OJTHOMOJIBHBIX PACTeHHN MOTYT ObITh OOBEIWHEHBI B JBa mojacemeiictBa (AMY1 u
AMY?2) (Huang et al., 1992), B TOo Bpemsi Kak I'eHbl ABYAOJBHBIX PACTCHUH IENATCS HA TPU
noacemeiictBa (AMY 1, AMY2 u AMY3). CornacHo pe3ynbTatam (GUIOTCHETUYECKOTO aHAIN3a
npeanojaraercs, 4ro sBomonua AMY3 mnpousonuia mocie pacxoxkACHHE JBYAOJBHBIX H
OJIHOONBHBIX pacTenuii (Ju et al., 2019).

B Hactosimiee Bpemsi HauOollee METaTbHO OXapaKTepU30BaHBI T'€Hbl aMUIa3 KpaiHe

OrpPaHUYEHHOT0 KOJHYECTBA pacTeHui (apabumorcuc, kKaccaBa M. esculenta, waitHbIii KycT
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Camellia sinensis (L.) Kuntze, s6mons Malus domestica (Suckow) Borkh., kaprodens
S. tuberosum) (Ju et al., 2019; Stanley et al., 2002; Yang et al., 2023; Duan et al., 2024).

B pesynsrare mpoBencuHoro B 2024 roay aHamusa reHoma kaprodens S. tuberosum
obut0 maeHtudumupoBano 20 reno StAMY (puc. 6) (Duan et al., 2024). Pa3mepsl TeHHBIX
MOCJIEIOBATEIbHOCTEHN 3HAUUTENIBHO BapbupoBaiu (2,2-19 T.1.H.) U3-3a pa3auyusi B UHTPOHHBIX
MOCIIEIOBATEIHHOCTSX, B TO BPEMs KaK pa3Mep KOIUPYIONINX MOCIEA0BATEIHPHOCTEH OTINYAIICS
He Tak cuibHO (1185-3999 m.H.) (puc. 6). Mexny rpymnmnamu OenkoB StAMY (mampumep,
StAMY2 u StAMY3, StAMYS, StAMY6 u StAMY7) HaOmoAaloch BBICOKOE CXOACTBO
MOCIIEIOBATEIPHOCTEN M TECHBIC 3BOJIONMOHHBIE CBsi3W. OJHAKO, aHAU3 CTPYKTYPhl T€HOB
MOKa3ajl, YTO MHOTHE W3 HUX JEMOHCTPHPYIOT Pa3ivuus B 3K30H-UHTPOHHOW CTPYKTYpE, 4TO
OPUBOJIUT K paznuuusM B (QYHKIMH U MATTepHaM 3Kcrpeccuu (puc. 6b). dunorenernyeckuit
aHaJIM3 MOKa3all, 4To Oenku apabujoricuca, 4Yas, KaccaBbl M KapTodens ObUIM CXOXKHMH, YTO
MO3BOJISICT TIPEIIONIOKUTh, YTO TPEICTABUTEIIA KaXIOH BETBH, BO3MOXKHO, MPOU3OIUIA OT
obmrero nmpexaka (Yue et al., 2019; Yang et al., 2023; Duan et al., 2024).

VY uccrienoBaHHBIX K JAHHOMY MOMEHTY ceMelicTB AMY OblTu BBISIBJICHBI 3HAYUTEIbHBIC
pa3inurs B SK30H/MHTPOHHOU CTPYKTYpe I€HOB O-aMujia3 Pa3IMYHBIX MOJCEMEHUCTB, YTO OBLIO
0’KHMJIa€MO, HO TaKXe OOHAPYKEHBI U Pa3Iuyus y T€HOB OJHOTO cemeiicTBa (puc. 6). MaTepecHo,
YTO KaXJ0€ TOJCEMEHCTBO (O-aMHIJIA3HBIX T'€HOB MUMEET XapaKTePHYI CTPYKTYPY HHTPOHOB,
KOTOPBIX MOXET OBbITh OT JBYX /0 OJWUHHAJALIATH M, KaK OKa3ajoCh, NMPU OTHOCUTEIHHOU
KOHCEPBATUBHOCTH SK30HHBIX IOCJIEI0BaTeIbHOCTEH, HHTPOHBI BO BCEX TPEX CeMercTBax
XapakTepU30BaIMCh BBICOKOH BapuabeabHOocThiO (Stanley et al., 2002; Yang et al., 2023; Duan et
al., 2024).
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Pucynok 6 — I'eHHas CTpyKTypa, KOHCEpBAaTHBHBIE MOTHUBBI M JOMEHBI ceMmelcTB MeAMY
kaccaBbl (A) u StAMY kaprodens (b) (Yang et al., 2023, Duan et al., 2024).


https://ru.wikipedia.org/w/index.php?title=Suckow&action=edit&redlink=1
https://ru.wikipedia.org/wiki/Borkh.

36

VY puca Obuio uneHTU(UIIEPOBAaHO 0KOJO 10 M30pOpM, KOIUPYEMBIX pa3HbIMUA T€HAMHU
amoIUTACTHBIX (-aMUJIa3, IPH ATOM CTPYKTYpa y BCEX IeHOB Obljla OJMHAKOBA, 32 UCKIIIOUYCHHEM
MOTEpH BTOPOTO M3 TPEX HMHTPOHOB B oaHOM mojcemeiictBe (Huang et al., 1990). 3a
UCKJIFOUEHHMEM MOTHBOB KaTaJIUTHYECKOrO0 JOMEHA, COCTaB KOHCEpBAaTHUBHBIX MOTHUBOB B
0enKoBBIX MocienoBaredbHOCTIX MeAMY u StAMY Obu1 paszubim (Yang et al., 2023; Duan et
al., 2024). HekoTopbie MOTHBBI CYIIECTBOBAIH TOJIHKO Y HEOOJBIIIOTO YKCIA YWICHOB CEMEHCTBA
I€HOB M 3TH pa3jMyMs MOTYT ObITh CBsI3aHbI C (PyHKIMOHAIBbHONW AuddepeHunanuein cemencTn
MeAMY u StAMY B xozae »Bosoruu. Kpome Toro, /s TeHOB KaccaBbl M KapTodens Obul
NOKa3aH aJIbTEPHATHUBHBIN CIUIAWCUHT, KOTOPBIH MOXXET MNPHBECTH K (PYHKIMOHAIBHOW U
TpaHCcKpurmuoHHONH muddepennunanuu. Jns renoB MeAMY3 ObUTH BBISBICHBI Pa3idnyus B
5’UTR obnactu, mpuBOSIIUE K pa3InYHBIM NaTTepHaM 3kcrpeccuu (Yang et al., 2023).

C nomompto qRT-PCR 6butn ompezenensl TkaHecnenupuuHble TPO(QHIA SKCIPECCHI
IFEHOB-aMMa3 M, KaK ObLIO MOKa3aHO, OOJIBIIMHCTBO M3 HUX TPAHCKPUOMPOBAINCH B KOPHSX,
CTeONAX, JUCTHSIX, IIBETKAaX M ceMeHax. llpu 3TOM pasinuyHble moJceMeiicTBa O-aMUJIa3HbIX
I€HOB OTIMYAIOTCA CHeUM(PUUHOCTBIO BKclpeccuu. Tak, aMmiasbl 37aKOB, OCOOEHHO Te,
KoTopeie komupytorcs reHamu AMY1, AMY2 u AMY3, akTUBHO 3KCHPECCHUPYIOTCS BO BpeMs
npopacTanus ceMsiH win pa3Butus 3epHa (Whan et al., 2014). UnTepecHo, uro y puca Takxke
HaOromaeTcst pasHuna B ypoBHsX skcrpeccun Mmexxay OSAMY1 u OSAMY?2, mpu stom y puca
yeTblpe AyonupoBaHHbIX mapaiora OSAMY3 wumeror Oonee pa3HOOOpa3Hble MPOPUIU
HKCHPECCHH, YeM Y APYTUX BHJIOB 3JIaKOB C OJHOW MM ABYyMs KomusMu. Kak ObU1o 1mokazaHo
nst pactenuii C. sinensis, reabi CSAMY akTHBHO TPaHCKPUOMPOBAINCH B CEMEHaX, CTEOIX U
KOPHSX; JKCIIPECCUsl B CTEOJIAX, JHMCThAX W IBeTKax Obuta ropasmo Hmwke (Yue et al., 2019).
I'ensr StAMY8, StAMY9, StAMY12 u StAMY20 kaptodens crenupuaeckn 3KCIPecCUPOBAIICH B
3penbIx KiIyoHsax, a StAMY4, STAMY18, StAMY19 B nucteax. MuTepecHo, uto ren StAMY3 He
HKCIPECCUPOBAJICS HU B OJJHOM M3 aHAIM3UpYyeMbIX TKaHel kaprodens (Duan et al., 2024).

CymectBoBaHue OOJBIIOTO Yuciaa H30(OpM, KOTOpbIE KOAMPYIOTCS PpazIuYHBIMU
reHamu AMY, MOXeT TOBOPUTH O TOM, YTO MX (YHKIMS B THJPOJU3E Kpaxmayla MOXET ObITh
TKaHe- U opraHocneunpuyHoil. B nmpopacraronmx cemenax 3makoB AMY MpeacTaBisitoT co0oit
TUIIMYHBIE MOJIEKYJIBI CEKPETOPHOIo Oellka, KOTOPbIe CHHTE3UPYIOTCS B CIIEUATN3UPOBAHHBIX
TKaHSIX (PMUTENMH LIUTUHOK M aJeMpOHOBBIN CJOM) U BIOCIEACTBUHM CEKPETUPYIOTCS B
KpaxMalnucThlii sHIocnepM. bbuin oOHapyxkeHbl u3zopopmMbl AMY4 B TKaHSAX, KOTOpbIE
MOJIBEpraroTCs ananTo3y Bo Bpems pa3Butus 3epHoBkH (Radchuk et al., 2009).

bbu10 BRIIBHHYTO NPEIONIOKEHNE, UTO BCE TPU OCHOBHBIX CEMEWCTB I'€HOB O-aMHJIa3
pacTeHUW WTparoT pa3Nu4YHyl0 pojb. benku cemeiictBa AMY1 y4yacTBYIOT B pacHICTUICHHH

BHCKJICTOYHOI'O Kpaxmaljia, HallpuMep, B OHAOCHICPME 3JIaKOBBIX 3€PEH U, BO3MOXHO, B
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arnoIIacTe 3apaKEHHBIX BUPYCOM JIMCThEB. Amuiasbl cemeiictBa AMY?2, BO3MOXXHO, UTParoT
OTIpENIeICHHYIO0 POJIb B LIUTO30JI€ U MOTYT OBITh CBSI3aHBI C HAKOIUIGHWEM CaxapoB B OTBET Ha
HU3KHE Temneparypbl. benku AMY3 Moryt ObITh OTBETCTBEHHBI 3a paclieluieHue Bcex (Gopm
CBSI3aHHOT'O C IJIACTHJIaMU KpaxmMalia, TO €CTh U 3a CYyTOYHBIN KpaxmaJl, U 3a 3alacHON Kpaxmall.
Bo3MOXXHO, YTO TpPEICTaBUTENIN JPYTUX CEMEHCTB O-aMHJIa3bl BOBJIEUEHBI B IPOLIECCH, Ha
CETONHSIIHUN JIeHb HE ONHCAHHBIC, OJHAKO, TEHOB OCHOBHBIX TPEX CEMEHCTB JOCTATOYHO JJIS
obecrieueHus Bcex (pyHIaMEHTaIbHBIX MPOIIECCOB MeTabonm3Ma kpaxmaia (Stanley et al., 2002).
bonbmioe  konuyecTBO LUC-PETYISATOPHBIX ~ DJIEMEHTOB B MIPOMOTOPHBIX
MOCJIEIOBATEIBHOCTAX TEHOB O-aMHJa3 TOBOPHT OO0 YYaCTHMM 3TUX TE€HOB B MeXaHH3Max
CTPECCOyCTOMYMBOCTH. MeTaOOIUTHI YITIEBOJIOB B JIUCTHSIX PACTCHUN BBIACISIOT PACTBOPUMBIE
caxapa, KOTOpble MOTYT JEWCTBOBAaTh KaK OCMOIIPOTEKTOPHI U TaKUM 00pa3oM, MOJIepKUBas
BOJIHBIN OajlaHC B KJIETKAX, paCTEHUS MOTYT ajantupoBarbes k crpeccy (Lv et al., 2020). Tak, Bo
BpeMs CTpecca, BBI3BAHHOTO 3aCyXO0H, 00mas (hepMeHTaTUBHAS aKTUBHOCTh (L-aMUJIa3 B JIUCTHSIX
U CcTeONsIX KaccaBbl TMOBBIIIANACH, YTO TMPHUBOJMIO K 0OoJiee BBICOKOMY COJAEPKAaHUIO
pPacTBOPUMBIX caxapoB U Oojiee HU3KOMY COJEP>KaHUIO KpaxMaia B KOPHSX, CTEOAX U JTUCThIX
KaccaBbl, 4eM B HOpMe. Ho mpu 5TOM ¢ NOBBIIIEHHEM YpPOBHSI BOJIHOTO CTpecca, aKTUBHOCTh
ammia3bl B KOpHSAX KaccaBbl cHIKanack (Yang et al., 2023). Ananoru4sele siBICHHS ObUIN
nokasanbl st Tabaka (Nicotiana tabacum L.) u panca (Brassica napus L.) (Lv et al., 2020; Peng
et al., 2014). Ilpeanonaraercs, 4to reHsl nojacemeiictBa AMY3 y4acTByroT B oOIIel peakuuu
pacTeHHi Ha aKKIUMaTH3aIlMI0 K XOJOAY, KOTOpas BKIIOYAeT YBEIMYEHHUE COJEp>KaHus
pacTBOPUMBIX CaxapoB B IIMTO30JIe W 0O-aMWJIa3a MOXET WIrpaTh pPOJIb B paCIICIUICHUH
MOJIMCaxapuI0B, HAKATTMBAIOIINXCS B IIUTO30JI€ B YCIOBUAX IMTOHIKEHHBIX TEMITEPATYP.

AKTHBHOCTh O-aMHJIA3bI TaKXe ObUTa OOHApPYKEHA B JIUCThAX SUYMEHS, WCIBITHIBAIONTIX
BOJIHBIN CTpecC, a TakKe B IUI0JaX sS0JOHU, CO3PEBIIMX MPHU BO3ACUCTBUM HU3KHX TEMIEPATyp
(Jacobsen et al., 1986; Wegrzyn et al., 2000). B cinydae renoB o-amuna3 C. Sinensis 0buio
MoKa3aHo, 4ro 3kcmpeccus kak reHoB CSAMY1, tak m CSAMY2 moBeimaeTcss B OTBET Ha
coJIeBOM, Xoo/0BeId M ropMoHanbHblii (ABA) crpeccwl (Yang et al., 2023). Ananornynas
TeH/IeHI1s Habmoanack y BuHorpaaa (Rubio et al., 2014).

B cnydae xaprodens renst StAMY3, StAMY4, StAMY8 u StAMY12 nemoncTpupoBanu
MOBBIIIICHUE TPAHCKPHIIIIMA B OTBET Ha TEIUIOBOW cTpecc, a y StAMY6, StAMY14, StAMY16,
StAMY17, StAMY19 u StAMY 20 ObuTH TOHMKEHBI, YTO ITO3BOJISET MPEANOI0KUTE, YTO 3T TCHBI
UTPAIOT TIOJIOKUTENBHYIO POJIb B PEaKIIMM Ha TEIUIOBOW W cojeBoil crpecchl. [Tomumo aToro,
akTUBHOCTL reHoB StAMY5, StAMY11 u StAMY15 0Oblna 3HAUMTEILHO IOBLINIEHA B OTBET HA

00paboTKy MaHHUTOJIOM, YTO TOBOPUT 00 UX aKTUBHOW poJiu B peakuuu Ha 3acyxy (Duan et al.,

2024).



38

B ciyuae S. tuberosum u ycroiunBocTH KiIyOHEH KapTodess K X0J00BOMY CTpECcCy U
XOJIOJIOBOMY OCaXapWBaHUIO OCOOBIM MHTEpEC MPEACTaBISAIOT ABa reHa o-amuia3z — StAmyl u
StAmy23, nns KOTOphIX ObLIa TMOKa3aHA TPAHCKPHUIIIUSA B KIyOHSX, HO ToJibko StAmy23 mor
WHIYIIUPOBATbCsl HU3KOW TemmepaTypoit (Zhang et al., 2014). beuto moka3ano, uro StAmy23
pa3pyliaer I[HUTO30JbHBI  (UTOTNIMKOTEH B  KIYyOHSX, TOJBEPrIIMXCS  XOJOJOBOMY
ocaxapuBaanio (Hou et al., 2017). Tpaunckpunmus rena StAmy23 Obula moka3aHa TOJBKO B
MPOPOCTKAaxX KIyOHeH kaprodens, XpaHUBIIUXCA B TedeHHe 19 Hexenb MpH MOHMKEHHBIX
temneparypax (+8°C). AHamu3 KOppEIsAIuii IaTTePHOB SKCIPECCUU ATHX TEHOB C COIEP/KaHHEM
PEAYLUPYIOUIUX CaxapoB MOKa3all BAXKHOCTh O-aMUJIa3, MPexke Bcero StAmy23, B pa3ioxeHuu
KpaxMayia B KJIYOHSX B yCJOBHsAX XosiogoBoro crpecca (Zhang et al., 2014b). V TtpancreHHbix
pacrenuid  kaptodens, y kotopbix TreH StAmy23 Ob1  MHTUOMpPOBAH  METOAOM
PHK-untepdepenunu, mnpopacraHue KkiyOHeH 3aJepKUBaloCh B pe3ylbTaTe CHIDKEHUS
CKOpPOCTH Da3JIoKeHHs Kpaxmaia. Kpome TOro, mo CpaBHEHHIO € HETPaHCHOPMHPOBAHHBIM
KOHTpPOJIEM, B TPAaHCTE€HHBIX KIYOHSAX, XpaHUBLIUXCS Ipu Temneparype +8°C B TeueHue JBYX
Hezlenb, HaOII0Jaloch 3HAUMTENbHOE CHUKEeHHe HakoruieHus rekco3 (Ferreira, 2012), uro
MO3BOJIUJIO TPEAMNOTIOXKUTh, YTO StAmy23 urpaeT OJHY U3 OCHOBHBIX pOJIeH B THJIIPOJIU3E
KpaxMaiia B KIIyOHSIX BO BPEMSI XOJIOJIOBOTO CTpecca.

B coBokymHOCTH WuMEIONIMECS JaHHBIE OJHO3HAYHO YKAa3bIBAIOT HA aAKTHUBHYIO
BOBJIeueHHOCTh TeHOB AMY B peakiuum Ha cTpecc, OJHAKO, HECMOTPSl Ha IOKa3aHHYIO

3HAYUMOCTB, I'CHBI UCCJICAOBAHbBI HCJOCTATOYHO, 0COOCHHO y KapTOCI)eHH.

1.4.1.2. Crpoenue u GpyHKuuM B-amuias.

B-amunazel (BAM) (EC 3.2.1.2, GH 14) Obui OTKpBITBI U ONHCAHBI TOPA3/I0 IO3%KE
o-aMuja3 U B HACTOsIIEE BpeMs M3y4YeHBI 3HAUUTENbHO Xyxke. [loHnManue ponu -amMumnassl B
pPacTeHUSX 3HAYUTEIBHO PACIIUPWIOCH B TOCIEAHHUE NECATUIIETHS, TOT/Ia KaK JI0 ATOro Oenku
BAM cuurtanuck He3aMeHUMBIMH 3amacHbiMu Oenkamu (Monroe and Storm, 2018). B
HACTOsIIee BpeMs TIOKa3aHa BaKHAs POJIb ATHX (PEPMEHTOB Kak B JIeTpajallii KpaxMaia, Tak U B
pEryIlNUU T€HOB, CBA3aHHBIX ¢ KpaXMalbHBIM MeTabonu3MoM (Streb and Zeeman, 2012).

[-amMuIa3sl ABISIOTCS MHBEPTUPYIOMIMMH SK30aMHIIa3aMHU, TEM CAMBIM OHU CYIIECTBEHHO
OTJIMYAIOTCS OT O-aMHJIa3 KakK 10 MeXaHW3MY JCHCTBHUS, TaK W MO CIEHU(PUIHOCTH THIPOIIN3A
MOJIEKYJT Kpaxmana (9kx30- win sHaoaeHcTBytomero) (Chia et al.,, 2004). beimo mokazaHo, 4To
neiicTBue -aMuia3 MPUBOIUT K THIAPOIN3y o-1,4-3BeHa Kpaxmania, pacroyOKEHHOTO PSAOM C
HEBOCCTAHABIIMBAEMBIM  KOHIIOM  O-TJIFOKaHa, B  pe3ylbTaTe dYero eJMHCTBEHHBIM
HU3KOMOJICKYJIIPHBIM MTPOYKTOM THIPOJIN3a sABJIsgeTcs MabTo3a (4-0-a-D-rirokonupanosu-b-

D-rimtokonupanosa) B B-koHdurypanuu. BAM He MokeT NpUBOAUTH K TUAPONIN3Y a-1,6 CBA3M.
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B ToMm ciydae xorja aMHIJIONIEKTHH Kpaxmaja MoJBepraercs AeUcTBUIO B-aMmunasbl, o-1,4 nenu
[JIIOKAHOB B CHJIBHO PAa3BETBIIEHHOW MOJIEKYJIE MPOCTO COKpAIAIOTCS OT KOHLA Ienu 10 o-1,6
TOuYeK pa3BerBiieHUs. [Ipu 3TOM ruapOIN3 MOJHOCTHIO MPEKPAILAeTCs 3a YEThIPE 3BE€HA TIIIOKO3bI
nepes TOYKaMy pa3BETBJICHHS, 00pa3yeTcsl MajlbTo3a U BBICOKOMOJIEKYIISPHBIA pa3BEeTBICHHBIN
nexcrpud (Monroe and Storm, 2018).

Kak Obu10 yrmomsiHyTO BBINIE, -aMHIa3bl UMEIOT CXOJHYIO C O-aMHJIa3aMU OEIKOBYIO
CTpYKTYypy. B HacTosiiiee Bpems TpexMepHasi CTpYKTypa -amuiia3 pacTeHuil Oblja onpe/eseHa
s ssamenst H. vulgare, cou Glicine max L. u 6arara Ipomoea batatas (L.) Lam (Mikami et al.,
1999). Ilpu sTOoM Bce W3BECTHBIC HA JTaHHBIH MOMEHT Oenku BAM o00namaroT OJMHAKOBOMN
CTPYKTYpOM KaTaJIUTUYECKOTO JIOMEHA, YTO, C OJAHON CTOPOHBI, YKa3blBa€T Ha TO, YTO TaKas
TOTOJIOTHSl JIOMEHA SIBJISIETCS ONTHMAJIBHOM IS pacrmo3HaBaHMs cyOcTpaTa, ¢ Apyroii — o0
OOLTHOCTH MPOUCXOXKIEHUST U 4yTo BAM-TeHbl pacTeHHil MPOU30LUIM OT CUMOMOTHYECKHX
Oaxrepuii (Vajravijayan et al., 2018).

Kak Obuto mokazaHo, TpeXMepHas CTPYKTypa [-amuiia3bl COCTOUT W3 JABYX JOMEHOB:
oospmoro qomeHa A (a.o. 1-417) u mamoro nomena B (a.o. 418-516). Karanutuueckuii eHTp
3Toro (epMeHTa MpeAcTaBlieH KOPOTKUMH TMETISIMHU, PACIONOKEHHBIMU MEXAY B-IHCTaMu U
o-CIIpaliiMA U o0pa3yeT XapaKTepHyr Ui BceX amuia3 (f/o)8-UuInHIPOBYIO CTPYKTYPY.
Karanutnaeckuii ieHTp oOpaszyer kapmas, B IeHTpe Kotoporo nBa octatka Glul86 u Glu380
(y GonpIIMHCTBA MCCIEAOBAHHBIX OEIKOB PACTeHUIi), KOTOpPbIE JACUCTBYIOT B KadeCTBE JOHOpA
npotoHoB u Hykieodpwia (Kang et al., 2004). lomen B obnanaer kpaxmanocBsi3bIBaroleit
aKTUBHOCTBIO. CunTaercs, 4to ¢pepMeHTs BAM CBS3BIBAIOTCS C aMUJIO3HOM LETBbIO CITYYaiHBIM
0o0pa3oM, HO MOTYT Take MOCIEeJ0BaTEIbHO KaTalU3UpOBaTh BBIPAOOTKY MAalbTO3bI IOCIE
MepBOHAYAILHOTO CBsI3bIBaHUs ¢ cyocTparom (Kaplan et al., 2006).

MaccoBoe CEKBEHHMpPOBAHHE PACTUTENbHBIX T'E€HOMOB I103BOJIWIO Oojiee JETaTbHO
onpeaenuts cemeiictBo BAM-TeHoB, 0/1HaKoO, Tak ke Kak U B ciaydae TeHoB AMY, oTHOCHUTENBHO
NoIpoOHBIN aHaIN3 ceMeNcTBa MPOBOIMIICS JIHILIb HECKOJIBKHUX BHJIOB, TAKUX KaK apaOuioricuc,
yaifHbIil KycT U KaccaBa. Kpome Toro, emie oiHOM 0601b1110i TPOOIEMOIT B MCCIIEJOBAHUN T€HOB
[-amuna3 pa3HbIX BUIOB PACTCHUH SBISETCA pa3inyHoe 0003HaueHne BAM-TeHOB y pa3nu4HbIX
pacteHuii: Tak, Hanpumep, AtBAMI apabunoncuca opronoruueH PpBAMG6 mnepcuka Prunus
persica L., GmBAMS5 cou, VVBAM3 Bunorpana Vitis vinifera L, a taxxke GhBAM4, GhDFM18,
GhBAM35, GhBAM40 xmomvarauka Gossypium hirsutum L. (Yue et al., 2019). OxgHako B
nocjeaHee Bpemsl NMpH UIeHTU(UKAUK reHoB BAM ux crapatorcsi 0003Ha4aTh MO OPTOJIOTY
apabujoncuca, 4To HECKOJIBKO OOJerdyaer cpaBHEHUE. B CBS3UM ¢ 3TUM ONMUCAaHUE CTPYKTYPHI,

GyHKIMIA ¥ TOKaNu3auu 3-amuias Oyaer ocHoBaHo Ha cemeiictee BAM A. thaliana.


https://ru.wikipedia.org/wiki/L.

40

Uccnenoanus renoB BAM B reHOMax apabuoncuca, TOmos, KHHOA, SIMEHsI, KACCABBI,
XJIOMYaTHUKA, OaHaHa, KapTodens, KyKypy3bl, IPOCO, prca OKa3alu, YTO OHU MPHUHAIEKAT K
MYJIBTUTEHHBIM cemeiicTBaM. ['eHHOe ceMelCcTBO B-amMiia3 HEMHOTHX JETalbHO HCCIIEA0BaHHBIX
pacrenuii Bkiodaer 8-34 wirenos (Mason-Gamer, 2005; Vogel et al., 2010; Koide et al., 2011;
Gong et al., 2013; Peng et al.,2014; Wang et al., 2016; Vatansever et al., 2016; Monroe and
Storm, 2018; Yue et al., 2019; Zhang et al., 2021; Yang et al., 2023). ¥ apabunorncuca Obu10
OTIMCAHO JIEBATh WICHOB cemeiicTBa AtBAM1-AtBAMY, y kaprodens — 10. bpuio mokazaHo, 4to
BCE T'EHHBIEC IOCIEI0BATEILHOCTH BAM OTHOCHUTENbHO HEOOJBIINE, OHU Pa3HOOOpa3HbI IO
CTPYKTYpe U (PYHKIUAM, BKIIOUAsi KOAUPYIOIINE KAaTaTUTUYSCKHE U HEKaTAIUTHIECKUE JOMEHBI
u moTuBHI (Yue et al., 2019; Thalmann et al., 2019).

OuoreHeTHYecKre JEepeBbs, IOCTPOCHHbIE IO JAHHBIM H3BECTHBIX OEIKOBBIX
nocneaoBarenbHocTeit BAM pacteHuii, MO3BONSET TPYNIUPOBATH MX B YETHIPE OCHOBHBIX
KJIacTepa, pasnudvaromuecs aoctatoddo cymiectBeHHoO (Fulton et al., 2008; Peng et al., 2014;
Yue et al., 2019). Knacrep I Bxatouaer BAM4 u BAMS; knactep II - BAM1, BAM3 u BAM6;
kiacrep III BkmrowaeT Tobko BAM9 — Hambosiee JUBEPTEHTHOrO 4jieHa ceMelicTBa,; a BAM2,
BAM7 u BAMS mnpunagnexar x rpymme [V. Ilpu 3ToM, XOTS MHOTOYHUCIIEHHBIE OEIKOBBIE
nocnenoBarenbHocTd BAM  Obutn  paszenieHbl Ha YeThlpe TIpyNIbl, OENKH OJHOJOJBHBIX
pacTeHuil (puc, KyKypy3a, copro) GopMupyroT OTAEIbHbIE OATPYIIIbI, YTO MOXET TOBOPUTH O
paHHel MUBEPreHIuU OJHOMOJBHBIX M JBYAOIbHBIX. MIHTEpecHO, uTo y reHoB BAM kaccaBbl
ObUT BBISIBIIEH ajbTepHATHUBHBIM crutaiicunr: MeBAM6.1 u MeBAMG6.2 npencraBnsian co0oii
aNbTEPHATUBHBIA CIUIAMCHHI OJHOIO M TOrO JK€ IeHa B pe3yJbTaTe TPAHCKPUILHMU C
QIbTEpHATHUBHBIX ~ mpomoTopoB, a  MeBAM10.1-MeBAM10.3  wumenn  OJUHAKOBEIC
KOHCEpPBAaTHBHBIC MOTUBHI U UMENH allbTepHATUBHBIEC TepMHUHATOPHI (Yang et al., 2023).

Tpauckpunius renoB BAM perynupyercs MHOrUMH (aKTOpaMU, BKIFOYAIOIIMMHU CBET,
dutoropmoHnsl, caxapa (Maeo et al., 2001; Kaplan et al., 2006). Ho npexne Bcero rensl BAM
AaKTUBHO YYacTBYIOT B pE€aKLUH PAcTeHUH Ha MHOTOYHMCIIEHHbIE HEOJIaronpusiTHbIE YCIOBHS
OKpyXaromiei cpenpl. OO0 3TOM TaKKe CBUIETEIBCTBYET OOJBIIOE KOJIWYECTBO IMC-aKTUBHBIX
AJIEMEHTOB, CBS3aHHBIX NPEUMYILECTBEHHO C PEAaKUUsSIMU Ha aOMOTHYECKHE CTPECChl, B TOM
quci€ Ha XOJOJ, B PpEryJISATOPHBIX IIOCIENOBAaTENBHOCTSAX TIeHa. B perynsaTopHbIX
[0CJIeI0BATENBHOCTAX TeHOB P-amminaz GhBAM xmomuarauka comepskutcst 803 Cis-anemenTa,
CBsA3aHHBIX ¢ ropmoHamu. Kpome Toro, moutu Bce reHbl BAM, Tak ke kak u AMY-reHsl,
conmepxkan MHOkecTBO MYB- u MYC-aneMeHTOB W Ha MHOTHX pACTEHHSX, TaKUX Kak
apabujorcuc, puc, KyKypys3a, KaccaBa, 0aHaH W 4Yail TOKa3aHO, YTO TPAHCKPUIIIHS TE€HOB
MeTabosiu3Ma KpaxMaliia peryiaupyercs nanHeiMu T® (TpanckpunuuonHblii Gakrop) (Lu et al.,

2002; Lv et al. 2017; Xiao et al., 2017; Fan et al., 2018, Yue et al., 2019, Yang et al., 2023).
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[IpoBeneHHbIl aHanM3 OENKOBBIX IOCJIENOBATEILHOCTEH MOKa3zan, urto Oenku BAM

UMCIOT CXOJIHBII COCTaB MOTUBOB (puc. 7A).
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Pucynox 7 — Ananu3 cemeiictB reHoB BAM (3BO/IIOLIMOHHOE 1€PEBO, KOHCEPBATUBHBIE MOTHBBI
u JoMeHbI cemeiictBa BAM, rennas ctpykrypa). A — MeBAM (kaccasa, M. esculenta) (Yang et
al., 2023). b — AtBAM (apabunoncuc) u CsBAM (uaii, C. sativa) (Yue et al., 2019).

P MOTHBOB COXpaHSIOTCS y BCEX INpEACTaBUTENECH ceMelcTBa, HE3aBUCHMO OT TOTO,
00J1a/1a10T JIU OHU KaTaTUTHYEeCKON akTMBHOCTHIO uin HeT (Yue et al., 2019; Yang et al., 2023).
Hekortopeie Oenku uMeroT crnenuduyeckne MOTHUBBI, Kak, Hampumep, BAM7, tak u BAMY,
KOTOpBIE MMEIOT JIOMOJHUTENbHBI MOTHMB Ha N-KOHIE Oenka. OTOT MOTHUB, Kak OBbLIO
npejckasaHo, spisgercs crneuupuyeckum BZR1 nomenom (~160 a.0.), xapakTepHbIM AJst
TPAHCKPHUILIMOHHBIX (aKTOPOB, peryiupyemsix Opaccunoctepousiamu (Soyk et al., 2014) (puc.
7A).

WNnentnunocTh 0€IKOB M3 pa3HbIX rpynn He npesbimaer 60%, 4To MO3BOJSET CAENaTh
NpEINoNIoKeHne 00 WX JIOCTaTOYHO paHHEH [UBEPreHIIMH, B OTJIMYHE OT OEIKOBBIX
[0CJIEI0BATENbHOCTEN BHYTPH I'PYIII, KOTOPhle BO3HUKIIU B PE3Yy/IbTaTe HEAABHUX NYIUIMKALUN
koaupyromux ux reHoB (Thalmann et al., 2019; Yue et al., 2019) (puc. 7b).

BAM-0enku JIOKaIM3YIOTCSI B Pa3IMYHBIX KIETOYHBIX KOMITAPTMEHTAX (XJIOPOIUIACTAX,
IIUTO30JIe, BaKyoJH, sApe) M OOJIAJa0T KaK KaTAIUTHYECKUMH, TaK M PEryIsTOPHBIMHU
¢ynxmmsmu (Kaplan et al., 2006; Yue et al., 2019; Thalmann et al., 2019). ITokaszano, 4rto
OPTOJIOTMYHBIE T'€HBI BBHIMOJHAIOT OJHY M Ty e (YHKIUIO U M3-3a CyMOypa B 0003HAUEHUSIX
TCHOB, YIIOMSIHYTOTO BBIIIE, ONMHCAHUE CTPYKTYPHI, DYHKIMNA W JIOKAIW3aluu [-amuia3 Oyaer
OocHOBaHO Ha cemeiictBe BAM apaGuponicuca. benku BAM MoXHO moapas3ienuTb Ha Tpu
IpyNIbl HAa OCHOBE JOKAa3aHHOW KaTaJIWTHYECKOM AKTUBHOCTH: KaTaJUTUYECKH AaKTHUBHBIC

(BAM1, BAM2, BAM3, BAM6), karaiutuuecku HeaktuBHbie (BAM4, BAMS, BAMY9) u
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Oenku, 4bsi aKTHBHOCTh Ha JaHHBIM MOMEHT He ompeneieHa (BAM7, BAMS). HaubGonee
3HaYMMBbIe KaTaTuTH4ecKu akTuBHBIE BAM1 1 BAM3 OyayT oxapakTepu30BaHbI HUXKE.

benox BAM2, oGOnagaromui KaTaJdUTHYECKUMH CBOMCTBAMH, CUMTAETCS OJHUM U3
JpEBHEHIINX 4YICHOB ceMelcTBa -aMumia3 M NPUCYTCTBYET B M€HOMAax BCEX JIMHUI Ha3eMHbIX
pacrenuii (Thalmann et al., 2019). Kak O6pmo mokazano mms GMBAMZ2 cou, y Oenka
NPUCYTCTBYIOT BCE HEOOXOIMMBIE OCTATKH aKTHBHOTO IIEHTPA, HO TPU 3TOM B HOPMAIBHBIX
YCIOBHUAX €ro aKkTMBHOCTh KpaiHe HH3Ka W JUld €€ aKTUBAaluU TpeOyeTcs NpUCYTCTBHE
nononauTensHbIX HoHoB K. Takke 6bLI0 MOKA3aHO, YTO y BOCHMHHEETBLHBIX bam2-myTanTos
apabuoncuca JIMCThSl HAKAIUIMBAIOT M30BITOK Kpaxmala, YTO YKa3blBaeT Ha 0COOyi0 poJib
BAM2-renoB Ha 310ii craguu pazsutus (Monroe et al., 2014). bbutn noka3aHsl €ro HeOOBIYHbIE
CBOWCTBA: OH aKTHBEH B BHJE TeTpamepa M 00JaJaeT BTOPUYHBIM CalTOM CBSI3bIBAHUS C
cyOcTpaToM, OTJIMYHBIM OT aKTHUBHOIO LEHTpa. VIHTepecHO, YTO aMUHOKHCIOTHBIE OCTaTKU
BTOPUYHOI'O CaiiTa CBSI3bIBAHUSI COXPAHSIOTCS cpeau oprosoroB BAM2 y Bcex Ha3zeMHBIX
pacTeHuii, YTO MO3BOJISET MPEATIOIOKUTH, YTO ATO CBOMCTBO (DyHKIIMOHAIBHO BakHO (Monroe et
al., 2018). IpeacraBisieTcss BEPOSTHBIM, YTO YHHKaJIbHbIC CBOHWCTBA BAM2 HIparoT BakHYIO
pOJIb B JIerpajalluy Kpaxmasa, KOTopasi B HacTosiIIee BpeMsi HeU3BECTHA.

Karanutnuecku HeakTUBHbIMH cuuTatoTcs B-ammiassl BAM4 u BAMY. Onu otHOCsTCS
K Tak Ha3plBaeMbIM  IceBiaodepmeHTamM —  OenkaM, KOTOpble 1O  T'OMOJIOTUU
[OCJIEI0BATEIbHOCTEN  MPHHAJUIekKAT K  CEeMEHCTBY  (epMEHTOB, HO He 00JafaroT
KatanuTuueckoi aktuBHOCTHIO (Eyers et al., 2016). ToT HOBBIN Ki1acc OenKOB ObLT OOHAPYKEH
BO MHOTHMX pa3IMYHbIX ceMmeilcTBaX ()epMEHTOB. DTH HEKaTaIUTUYECKHE OEIKU BBITOJIHSIOT
YHHUKaJIbHbIE U )KMU3HEHHO BaXKHbIE (DYHKIIMHM B INEpeJadye CUTHAJIOB W MeTadosM3Me, BKIIOuas
CBSI3bIBAHUE CYOCTPATOB U AJUTOCTEPUUECKYIO MOYJISIHIO Apyrux 0emkoB (Murphy et al., 2017).

BAM4- u BAM9- nooGHbIe TeHbl 00HAPY)KEHBI TOJBKO B T€HOMaX MOKPHITOCEMEHHBIX
pacTeHHi, 4TO MOKET TOBOPUTH 00 MX 3BOIOLMOHHON Mosonoctu. Pactenus apabuporicuca,
myTaHTHbIE 110 TeHaMm BAM4 umn BAMO, nemoHcTprpyroT heHOTHTT HAaKOIIIEHUsT KpaxMaia, uTo,
B COYETAHUU C HAOIIOJaeMbIM OTCYTCTBHEM KaTAJIMTUYECKOW aKTUBHOCTH, MOKET TOBOPHUTH O
TOM, YTO OHM BBINOJIHSIOT PEryJsATOpHbIE (PYHKIMU B METaOOJIMYECKUX MyTAX Kpaxmaia. beuio
BBIIBUHYTO IPEANONokeHue, yTo BAM4 MoeT urpats CTUMYIMPYIOIIYIO MU PETYIUPYIOLIYIO
POJIb B JIETpaJalfiil Kpaxmaia, KoTopas He cBs3aHa Hampsmyio ¢ BAM1 wiu BAM3 (Li et al.,
2009). Tak kak mnoka3zaHo, uro BAM4 crnoco0OeH cCBs3bIBaThCS KaK C amMHJIO30i, Tak U C
aMHJIOTIEKTUHOM Ha YpPOBHAX, cXoaHbIXx ¢ BAM1 u BAM3, npeanonaraercs, 4to (QpyHKIUSA
BAM4 MoxeT KOHTPOJMPOBAThCS CBA3bIBaHMEM Kpaxmaia wim caxapa (Li et al., 2009).
JomnonuurensHas xapaktepuctuka BAM4 y pacTeHHiIi-HOKayTOB MOXKET ObITb OOHapy>kKeHa Yy

Ipyrux (eHOTUIIOB, KOTOPHIE MOTJIM Obl YTOUHUTH €0 POJib B METab0IM3Me Kpaxmasa.
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B ornnune maxxe or BAM4, mannbix mo BAM9 eme mensire. M3Bectro, uro AtBAM9
JIOCTaTOYHO WHTCHCHBHO JKCIPECCUPYETCs] BHE (POTOCHHTETUYECKOW TKaHW (KOPHHU, MOYKH,
[BEThI), HO B MUHUMAaJbHOM KOJMYECTBE B JHUCThSIX U CTEOJIAX M HAXOIUTCS IMOJ IUPKAJIHOMN
perymsaiueit (Chandler et al., 2001; Smith et al., 2004). beuto oGHapy>keHO, YTO pacTeHUs, B
KOTOPBIX OTCYTCTBYIOT BAM9 m BAM3, HakamiuBaroT Ooibllle Kpaxmalia, 4eM pPacTeHHS,
MyTaHTHBIE TOJIbKO BAM3, yTo mo3BoJisieT mpeanoiaoxutb, 4to BAMY urpaer Baxuyio poib B
Merabonu3me kpaxmana (Steidle, 2010). Anamu3 knyOHed kapTodens mokaszai, 4ro Oeok
StBAMY nokanu3oBaH Ha MOBEPXHOCTH KpaxMaJbHBIX IPaHyJ, YTO MOXET OBITh OO0YCIIOBJICHO
MeKOEITKOBBIM B3aUMOJICHCTBUEM, JINOO CBSI3BIBAHHEM C AMHJIO301/aMHIJIOTIEKTHHOM, TTOCKOJIBKY
BAMY coxpaHsieT HEKOTOpbIC W3 HICHTH(UIIMPOBAHHBIX OCTATKOB, CBS3BIBAIOIIUX Kpaxmall
(Hou et al, 2017). HenmaBHo OblIM TOMy4YeHBl JaHHble, uyT0o BAMY9 cBsizan co
CTpeccOyCTOMYMBOCThIO. Tak, ObUIO MOKa3aHO 3HauuTenbHOe yBenuueHue MeBAMY B kopsx
KaccaBbl IpU yMepeHHo# 3acyxe (Yang et al., 2023). Taxke sxcrpeccusi CSBAM9 B pactenmsix
Yas TIOBBIIIACTCS BO BpeMs akkiumaTu3anuu Kk xonoxy (Yue et al.,, 2015). B momomnenue k
WHAYKIIUHA SKCIIPECCUU TPU XOJOJ0BOM cTpecce, TpaHckpunuus CSBAMY ycunuBaercs mpu
3acyxe, coieBoM crpecce u ABA-ctpecce (Yue et al., 2019).

Cunraercsa, uro Oenku AtBAMS u AtBAM4, no-Buaumomy, HENOCPEICTBEHHO HE
YYaCTBYIOT B pAaCIICIUICHUM KpaxMmaja, IMOCKOJBKY COOTBETCTBYIOIIME MYTAHTHI, HAIPUMED,
bam5 umerot HopMalbHBIH ypoBeHb Kpaxmaia (Batailler et al., 2012).

AHanu3 MHOTHX pacTeHHMH MoKa3ad, 4To K HamOojee KaTaluTHUYeCKd aKTUBHBIM [3-
amunazam oTtHocsaTcsi BAM1 u BAMS3, kortopeie Jokanu3oBaHbl B ractugax (Monroe and
Storm, 2018). Mx reHHbIe W OEIKOBBIC IMOCIEIOBATEIHLHOCTH UMEIOT JOCTATOYHO BBICOKYIO
romosoruio (74,6% B ciryqae CSBAM1 u CsBAM3), cxomHOE SK30H-UHTpOHHOE cTpocHme (YUue
et al.,, 2019; Yang et al., 2023). x Oesku, WMesi OAMHAKOBBIE CAWTBl AKTHMBHOTO IICHTPA,
OJIMHAKOBBII HA0Op M B3aMMHOE PACIONIOXKEHHE MOTHBOB KaTATUTUYECKOTO JOMEHA, MOTYT
pa3IUYaThCS TOJNBKO HATWYHEM JIOTOJHUTEIIEHOTO MOTHBA Ha N-KOHIIE TOCICIOBATEIIEHOCTH
BAMS3 (puc. 7) (Yue et al., 2019; Yang et al., 2023). B HacTosiiiee BpeMsi IMEETCs 10CTaTOYHO
JMaHHBIX, YTO HMMeHHO TutactuaHble BAM1 u BAM3 wurpaioT OCHOBOMONArarouly0 pojib B
nerpajanuu miactugHoro kpaxmana (Monroe and Storm, 2018; Thalmann et al., 2019; Yue et
al., 2019; Yang et al., 2023). CxoacTBO B CTPYKTYpe M KaTaJIMTUYECKHUX CBOMCTBAxX MAlOT
BO3MOXXHOCTh  TIPEIIOJIOKHTh, YTO (EPMEHTHI BBINOJHIIOT OJWHAKOBBIC (YHKIIUH B
XJIOpOIUTacTax, MPUBOJS K THIPOIU3Y Kpaxmala ¥ 0o0pa3oBaHHUIO MaibTo3bl. OJHAKO OHU
OTIIMYAIOTCS JIOKANM3aIue HKcrpeccuud (KIETKH Me3o(uia M YCThHI[), HO Takke ObLIO

IMMOKa3aHbl 3HAYUTCIIBHBIC PA3JINYUs B PETYIALNUN TPAHCKPUIIIWHN UX T'CHOB.
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MHOro4HCIeHHbIE MCCIIEIOBAHUS HA MYTAaHTHBIX JMHUSAX apabuorcuca MmoKa3aid, YTo
BAM3 cBsi3aH co cTpeccoM, 0OCOOCHHO a0MOTHYECKUM cTpeccoM. Tak, ObLII0 OOHApPYKEHO, YTO
BAM3 TpaHCKPUNIIMOHHO MOXET MHAYLMPOBATHCS XOJIOJAOBBIM CTPECCOM M OBLIO BBIIBHHYTO
MPENIOJIOKEHNEe, YTO MOHM)KEHHbIE TEMIIEPAaTypbl MOTYT CTUMYJIHMPOBATh THAPOIIU3 Kpaxmala
(Thalmann and Santelia, 2017). Ho peakiuu Ha cTpecc SIBHO CIOXHBI M IIPU 3TOM TaKXke ObLIO
ONpEAENIEHO, YTO Ha JAErpajalyio WIM HAKOIUIEHHE KpaxMmalla OKa3blBae€T BIIMSHUE
MIPOJIOJDKUTENIBHOCTE  XoJomoBoro  crpecca (Monroe et al., 2014). B  ycioBusx
KPaTKOBPEMEHHOT'O BO3JEHCTBUS XOJOJOM IPOUCXOAMIIO MOBBINIEHHE 3Kcnpeccun BAM3 u
YBEJIIMUUBAIOCh COJAEpKAHUE MaJIbTO3bl, YTO IPUBOAWIO K 3aliuTe OT cTpecca. OaHako mpu
IPOIOJDKUTEILHOM CTpecce B TEUEHHE YeThIpeX IHEH akTuBHOCTh BAM3 manana Gonee uem
BJIBOE€, YTO, KaK MPEAINO0Jarajioch, BEI3BAHO MOCTTPAHCISAIIMOHHBIM HHTHOMpoBaHueM (Monroe et
al., 2014). Cuwuraercs, uro AtBAM3 sBnsercs ocHOBHOH u30GOPMOIM MpH pa3IoKEHUU
Kpaxmajia B HOUHOe BpeMs, HO ipu 3ToM AtBAMI1 Takxe MOKET y4acTBOBaTh B 3TOM IPOIIECCE,
1o Kpaiinei mepe, B orcyrcteue AtBAM3.

BAMI nokanu3yercsa B 3ambikaromux kietkax ycrbuil (Horrer et al., 2016). I[IpoaykTsl
pa3IokKEeHUs Kpaxmalia UCIOJIb3YIOTCA sl 00pa30BaHUs OCMOTHYECKU aKTUBHBIX METa0OJIUTOB,
KOTOpPBIE CIOCOOCTBYIOT PACKPBITHIO YCTBhHI. MyTaHThl 110 TeHy BAMI1 TepsioT crnocoOHOCTH
pacIerIATh KpaxMall B 3aMBIKAIOIIUX KJIETKAX, YTO MPUBOAMUT K HAPYIICHUIO OTKPBITHS YCTHHII
(Horrer et al., 2016). IToka3ano, uto y apabunoncuca BAMI1 paboTaeT COBMECTHO C IJIaCTHIHOM
a-amuiazoif AMY 1 u tpanckpunuus oooux reHoB aktuBupyercss ABK (Thalmann et al., 2016).

WNHuTepecHo, 4TO MpH OCMOTHMYECKOM M TemoBoM crpeccax reH BAMI Ttakke moxer
MHAYLUPOBaThCA B KieTKax Me3oduiuia crapbix JuctheB (Thalmann and Santelia, 2017). B
HEJaBHEM HCCIIEIOBAaHUM XOJIOJIOBOTO OcaxapuBaHus KiyOHeil kaprodens ypoBHu MPHK
StBAM1, opronora AtBAM1, nocne 30 nHeit xpanenus npu temmneparype +4°C MoBbIIIATNCH B
Tpu paza (Hou et al., 2017). B To ke Bpems X0JI0I0BBIN CTpecC HUKAK HE BIMSAI Ha SKCIIPECCUIO
AtBAM1 B muctesix apadbugoncuca (Kaplan and Guy, 2004; Maruyama et al., 2009; Monroe et
al., 2014). C ngpyroii ctopousl, RNAi-nogasnenue sxcrnpeccuun StBAML1 nmpuBouio Juinb K
HEOOJIBIIIMM M HENOCJIEJOBAaTENbHBIM H3MEHEHUsM akTMBHOCTM BAMI, ypoBHS kpaxmana u
ocaxapuBaHMs KIyOHEH, BBI3BAHHOTO XO0JIOJIOM, TIOATOMY TPYJIHO CJIeNaTh BBIBOJ O TOM, KaKylO

POJIb UTPAET IaHHBIN Oenok B KiryOHsX kapTodens (Hou et al., 2017).

1.4.2. UHruoMTOpSHI 0—aMHJIA3BI.
TepMuHOIOTMYECKH MHTHOUTOPHI O—aMHJIA3bl OMPENENAIOTCS KaK JI0Oble COeIMHEHUs
(epmeHTBI, BTOpUUYHBIE METAOOJIHUTHI, CUHTETUYECKHE XMMUYECKHE BEIIECTBa), CIOCOOHBIE

KOHTPOJUPOBATH AKTHUBHOCTH OCJIKOB o—amMujia3, myTemM (I)OpMI/IpOBaHI/IH C HUMH KOMIIJICKCHBIX
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B3anmmoeiicteuii (Kasar et al., 2022). MaruOutopsl o-amuia3sl JEISITCS Ha JBa Kiacca:
HeOenkoBoil u OenkoBoil mpupoasl. K Hambonee pacmpoCTpaHEHHBIM TMPEACTABUTENSIM
HEOENKOBbIX MHTUOUTOPOB O-aMuia3 OTHOCATCS MONMU(EHOIbHbIE COSAMHEHUs, (PIaBOHOUIBI,
noyimcaxapusl (akap0o3a, akapBUO3UH-TIIIOK03a), kymapuH u Ap. (Kashtoh et al., 2023).

WNuruburopsr o—ammiazel (AAIL, Al) OenkoBoil mpuUpOABI TPEICTABISIIOT COOOU
[JIMKOIPOTEUHBI, KOTOpBIE CIOCOOHBI WHTHOMPOBATH THUAPOIU3 Kpaxmana o—aMmiazon. K
HACTOALIEMY BPEMEHH HMHTUOUTOPHI amuiia3bl ObUIM BBISBJICHBI y OakTepuid, >XKMBOTHBIX U
pactenuii (Franco et al., 2002). McxoaHO pacTUTEIbHBIN HHTHOUTOP 0—aMIIIa3bl ObLT BBIICTIEH Y
dacomu (Phaseolus vulgaris L.) B 1975 roay u Oblia moka3aHa BO3MOXHOCTb 3TOTO Oelika
UHTHOMPOBATh 0—aMuIIa3bl CitoHbl yeoBeka (Marshall and Lauda, 1975). OcHoBHoli dyHKIHEH
WHTHOUTOPOB O—aMIJIa3bl PACTEHUH SIBISETCS PETyJIUPOBaHUE CKOPOCTH JErpajaluy Kpaxmana
B TOM YHCJIE U MPH a0HMOTUYECKHX CTpEeccax, YTO MPUBOJHUT K Pa3IUYHBIM (PU3HOIOTHUYECKUM
U3MEHEHHUSAM MyTEM pPETYISIUN YIJICBOJHOTO MeTadoiM3Ma, a TakkKe SIBISCTCS OJHUM U3
MEXaHU3MOB 3aIIUTHl PACTEHUI OT HACEKOMBIX ITyTEM HHI'MOMPOBAHMS UX aMHJIA3.

bruto mokazaHo, 4To B pacTeHUsX Oojbinoe KoandecTBO Al ObLIO BBISBIECHO y BUIOB,
JUTSL KOTOPBIX XapakTepHO OOJIBIIOE COJIEepiKaHue KpaxMaia, OCOOCHHO B 3alacarolluX OpraHax,
TaKUX KaK CEMEHa, KOPHEIUIONbl, KIIyOHU. B HacTosiee BpeMs OeIKM MHTHOMTOPHI aMHIIa3bI
OBLTH BBIJICJICHBI, ITPEXK]IE BCETO, Y 3EPHOBBIX KYJIbTYp, TAKMX Kak mineHuia Triticum aestivum L.
(Franco et al., 2002), sumens H.vulgare (Abe et al., 1993), puc O. sativa (Yamagata et al., 1998),
poxb Secale cereale L. (Tulek et al., 2000) u mp., a Takxke y 6000BbIX, BUrHBI Vigna unguiculata
L. Verdc (Melo et al., 1999) u ¢dacoau P. vulgaris (Marshall and Lauda, 1975). Paznuunbie
pacTUTEeNbHBIE WHTHOWTOPBI (-aMHJIa3bl TPOSBISIOT Pa3HOOOpA3HYI CHEIH(PUYHOCTH B
OTHOIIEHUH (i-aMHUJIa3 U3 Pa3HBIX HCTOYHUKOB. B HEKOTOPBIX CITydasx WHTHOUTOPHI O-aMHJIa3bI
JEMCTBYIOT TOJIBKO MPOTHB 0O-aMHJIa3 MJIEKONUTAIOIUX WM, HaoOOpOT, TOJIBKO INPOTUB O-
aMuiIa3 HAaceKOMbIX. bbulo 0oOHapyxkeHo, uto Oenok Al w3 wimyOnemykoBui Colocasia
MHTHOMpYeT AaKTUBHOCTh O-aMHJIa3bl KapTodenss W CHUXKAeT CoJep)KaHUe caxapa B
kapTodenpHbix uuncax (Kumari et al., 2012). bonee Toro Obulo MOKa3aHO, YTO HEKOTOPHIE
MHTUOUTOPHI TaKXkKe MOTYT JAeHCTBOBATh MpOTUB B-ammiias (Zhang et al., 2014b).

IIpoBenennsiii ananmu3 Al-mocienoBaTenbHOCTEH MOKa3al, YTO OHU HMEIOT CXOIHYIO
OETKOBYIO CTPYKTYPY M COJEpKaT KOHIIEHCHYCHBIN Il pacTeHH HaOOp M3 BOCHBMH OCTAaTKOB
[IMCTENHA, KOTOPhIe 00pa3yIoT YeThIpe BHICOKO KOHCEpBAaTUBHBIC NUCYIbGuaHbIe cBsi3u (Lay and
Anderson, 2005). IToka3aHo, 4To Takas cTpykrypa Oenka Al hopmupyeT KOMIUIEKC, KOTOPBIH
UHTUOMPYIOT aMMJIa3bl MOCTTPAHCIALMOHHO, M3MEHSAS KOH(OpMamuio o-aMuia3, 4YTOo H

NPUBOJINT K CHIKEHHIO UX (hepMeHTaTHBHOW akTuBHOCTH (Kumari et al., 2012).


https://www.ncbi.nlm.nih.gov/pmc/articles/PMC10073547/#B15
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B renome msrkoi mieHuIs copra Butte 86 Obuto BbIsiBIeHO 19 TeHOB MHTHOMTOPOB
ammiia3, pacrojoKEeHHBIX Ha XpoMocoMax Bcex Tpex reHomoB T. aestivum (Altenbach et al.,
2011). HecMoTpsi Ha 3HAYMTEIIPHOE YHCIIO T€HOB, OHW TPYNIUPOBAINCH B TPU KJacTepa, W
BapuabeIbHOCTh BHYTPM WIGHOB Kjacrepa Oblia HeOonbimioil. Bcee  komupyromme
MOCJIEIOBATEILHOCTH TE€HOB pa3IMYaiuch He3HauuTeslbHO (438-614 1.H.), paBHO Kak HX
OenkoBble mocenoBarenbHocTr (121-181 a.0.) (Altenbach et al., 2011).

Cunraercs, YTO pacTUTENIbHbIE MHIMOUTOPBI CHHTE3UPYIOTCS B SHIOCHEpPME U
JIEHPOHOBBIX CIIOSIX CEMSIH, OZIHOBPEMEHHO C 3allaCHbIMU OeJIKaMH BO BpeMsl HAaIllOJHEHUs 3€pEeH
(Nielsen et al., 2004). Tak s nIEHUIB! OBLIO MMOKa3aHo, YToO 16 u3 19 naeHTUUIMPOBAHHBIX
Al TeHOB MSTKO# TIICHUIBI KCIIPECCHPOBAIUCH B 3HAocepMe 3epHa (Altenbach et al., 2011).
I'mukxonporenH Al MoxeT 00pa3oBBIBAaTbCA IMOCPEACTBOM YETHIPEXATAIHBIX OMOXMMHUYECKHX
npoleccoB: cuHTe3 Oenka Al B pe3ynbTaTe 3KCIPECCMM COOTBETCTBYRomiero rexa Al,
KOTPAHCISIIUOHHOE yJaJIeHUEe CUTHAJIBHOTO TENTHAA, IOCTTPAHCISIMOHHAS MOAU(DUKAIUSI
Oenka myTeM J100aBJIeHUs TJIMKAHOB B arnapate ['onbmku (Tak HazbiBaeMoe oOpa3oBaHME Ipe-
0enka) U TPaHCHOPTHPOBKA Oellka B BaKyoJH (B HEKOTOPBIX CllydyasX B SHIOIUIa3MAaTHYECKUH
perukynym) (Maczd et al.,, 2015). Dkcmpeccus TeHOB HHTHOMTOPOB aMuja3 MPHUBOJIUT K
TpaHCIALUU OEIKOB pa3HOro pasmepa (MOHOMEp, IUMEP U TETPaMep) ¢ HECKOJIBKO PA3JIMYHBIM
COCTaBOM aMHUHOKHCIIOT, KaK 3TO OBUIO MOKa3aHO B YacTHOCTH Juisi mimeHus! (Altenbach et al.,
2011). Taxxe ObUIO MOKa3aHO, YTO, HAIpUMEp, T€TEPOTETPaMEpHasi CTPYKTYpa, colepiKarias
02f32, HeoOXxoauMa Il YCTaHOBIIEHHUS IPOYHOT'O CBSI3BIBAHUS C IBYMsI MOJIEKYJIaMU O.-aMHUJIa3bl
(Payan, 2004).

CTpyKTYpbl KOMIUIEKCOB (PEPMEHT/MHTHOUTOP OBLIN OMPEACIICHBI U1l PA3TUYHBIX TUIIOB
MHTMOUTOPOB PAaCTEHUH M IOKa3aHO, YTO CIOCOOBI B3aUMOJIEHCTBUS MHTMOUTOPOB C TpeMs
KaTaJIMTUYECKUMHU KHCIOTHBIMU TPYIIIAMU aMMJIa3 MOTYT JOBOJIBHO CHJIBHO paziuuarbes. [lpu
ATOM O€JIKH JIByX THUIIOB HHTMOMTOPOB MOTYT BIPSMYIO MMUTHUPOBATh CyOCTpaT U, B pe3yJbTare,
WHTHOMPYIOT aMmiiazy, 00pa3ys KOMIUIEKC, KOTOPBIH OJIOKHMpYET aKTHBHBIM IIEHTp (epMeHTa.
I'en unru6uropa ammiassi-1 Al ObuT CBEpXIKCIIPpECCUPOBAaH B paCTEHUH KO U Yy TPAaHCTEHHBIX
CeMsIH BBISBIIEHO MHTMOMpOBaHUE aKTUBHOCTU (pepmeHTa Oonee yem Ha 80% (Barbosa et al.,
2010). Dtu pe3ynbTaThl MO3BOJIAIOT MPEINOJIOKHUTh, YTO CYIIECTBYIOT clenupUIecKre
B3aMMOJICHCTBUS MEKY OT/IEIbHBIMU aMUJIa3aMH U HHTMOUTOpaMU aMHJIa3bl.

OpuuMm u3 Hanbosiee MHTEPECHBIX KIIACCOB PETYJISALUU YTIEBOJHOTO OOMEHA y pacTeHUM
ABISIETCA TojceMeiicTBO MHruoutopoB ammia3z AAI LTSS, ang koToporo Takke MOKa3zaHO
y4JacTHe B 3alllUTe PACTeHUH OT (PUTONMATOrCHOB M B MEXKMEMOpPAHHOM JIMITUJAHOM TpPAHCIIOpTE.
[pencraButenem cemeiicTa siBisiercst 0enok Amylase Inhibitor Solanum berthaultii (SbAI) —

reH uHruOuTopa ammnasel kaprodens S. berthaultii (Zhang, 2013). Poap sToro Oenka
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UHTHOUTOpa OBLTA JETAlbHO HCCIENIOBaHA B OTHONICHWMHM aMWJa3bl B KIYOHAX KapTodems
(Zhang, 2013; Zhang et al., 2014a,b).

JlaHHbIN O€NOK KpaiiHE WHTEpEeCeH IS JaHHOW JHUCCEePTAIMOHHOM paboThl, TaK Kak
MmokazaHo, 4To y XojonoyctonuuBbix (CIS-ycToiunBbIX) copToB Kaprodens HalIomaeTcs
noBbIIIeHHast Skcrpeccus reHa SOAI npu xpanenunn kinyonei npu Temmneparype +3°C. D1o pe3ko
KOHTPAaCTUPYET C MOBEACHHEM COPTOB, YYBCTBHTEIBHBIX K XOJIOJOBOMY OCAaXapHBAHHIO, Y
KOTOPBIX YpoBeHb 3kcipeccuu SHAI 3HaunTEIbHO HIKE. BhIsBIICHA OTpHIIATeIbHAS KOPPEISIIUSI
MEX1y ypoBHEM TpaHCKpunToB SDAl M KOHIEHTpalMed peaylupyIoIuX caxapoB B KIyOHSX,
YTO YKa3bIBaeT Ha BAXHYIO POJIb ATOro Oeika B PeryssaluH Ipolecca ocaxapuBaHus. Tem
cambIM OBLIO OJTHO3HAYHO MMOKa3aHo, 4YT0 SHAI MOKeT OBITh BaKHBIM PETYJISTOPOM JCTPAIAIluU
Kpaxmalia B KIyOHSX KapTodens U ObITh BaXXHBIM (DAaKTOPOM IMPHU XOJIOAOBOM OCaxapuBaHUU
(Zhang, 2013; Zhang et al., 2014a,b).

k/IHK SbAIl (GenBank: HS989783) umena amuny 799 m.H., BKIOYast OTKPBITYIO PaMKY
cuntbiBanusi (ORF) mnmunHoit 621 1.H, coaepxkana IMOCIEA0BATENLHOCTh, KOIUPYIOIIYIO
CUTHAJIbHBIN TMENTH, a TakkKe 5’- HEeTpaHCIUpyeMylo o0sacTh JuiMHON 178 Mm.H. U KoaupoBaia
Oenok, cocrosimuii U3 207 aMHUHOKUCIOTHBIX ocTaTkoB (Zhang et al., 2014b). Awnamus
AMHHOKHCIIOTHOM TIOCIIEZIOBATEIbHOCTH TOKa3all, YTO IOJIyYCHHBIH O€JIOK BKIIIOYAECT JIOMEH
‘Tryp_alpha amyl’, pacrionoxennsiii B obimactu 30-108 a.o. Panee ObuUT0 MOKa3aHO, YTO TCHEI,
conepxkame ‘Tryp alpha amyl’, oTHOCATCS K WM3BECTHOMY CEMEHCTBY HMHTHOMTOPOB anbda-
amunassl (AAI), Genkos-nepeHocunkoB nunuaoB (LTP) u 3amacHeix OenkoB cemsin (SS)
(Marchler-Bauer et al., 2010). Tem cambiM ObLTO TTOATBEpPXKAEHO, uTO Oemok SbAI S. berthaultii
JIEUCTBUTENILHO SIBIISIETCS MHrHOMTOpOoM ammiiasel (Zhang et al., 2014a,b). beutio BeIcKazano
npennoyioxkenre, 4ro SbAI moxker o0nanath crenupuyeckol MHrHOUpYIOEeH aKTHBHOCTBIO,
6o cneruduueckumu Gopmamu, 100 crenuPUUECKUMU MEXaHU3MaMH JIEHCTBUSA, OJTHUM U3
KOTOPBIX SIBJISIETC HMHTUOMPOBAaHWE HCKIIOUUTENBHO aMuia3 KapTodens, WHAYIUPYEMBbIX
xoJiofoBeIM cTpeccom (Zhang et al.,, 2014a,b). HNurubutop SbAI wmoxer oka3bIBaTh
MHTHOUpYyIollee BIMSHME HE TOJBKO Ha O-aMuja3bl, HO M Ha JBe [-amunasel (StBAMO,
StBAM3), unayupyemsbie IpH X0JI0J0BOM cTpecce B kKiyOHsax (Zhang et al., 2014b).

OOpamraer Ha ce0ss BHHMMaHHE TO, YTO B pE3yJabTaTe WCCIEAOBAaHUN IEHCTBUS
KpaTKOBPEMEHHOT0 XoJiog0Boro crtpecca (+3°C) He ObUIO BBISBICHO TPSMOM 3aBUCHMOCTH
MEXTy KOJIUYECTBOM TPaHCKpUNTOB SDAl M akTHBHOCTHIO aMuiia3bl B KIYOHSIX KapTodens u
OBLJIO TPEIONIOKEHO, YTO THAPOIU3 Kpaxmama, Tak K€ Kak 3TO ObLJIO MOKa3aHO ISl IPYTHX
ammJIa3, MOXKET PeryJIupoBaThCs Ha MOCTTPAHCISIIMOHHOM ypoBHE (Zhang et al., 2014b).

B okcnepuMeHTax 1O TeHETHYECKOW TpaHcpopMmanuu cBepxakcnpeccus SbAI B

KapToq)ene MMpUBOJUIIA K CHMKCHUIO aKTUBHOCTH aMUJIa3bl U CKOPOCTH PA3JIOKCHUA Kpaxmalia,
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YTO COMPOBOXKAATIOCH MaJICHUEM COJIEPKAHHUS PEIYyLUPYIOLUINX CaXapoB B KIYOHSIX, XPaHSIIUXCS
B xonomuibHuKe (+3-4°C). [Ipu 3TOM TpaHCTeHHBIC JHHUM C 3aMojkaHueM rera SPAI 3a cuer
RNAI noka3zany mpoTHBOIOIOKHBINA pe3yibTar U pernpeccust SDAI conpoBoxkaanach HEKOTOPbIM
MOBBIIICHHEM KcIIpeccuu a-amriiasel STAMY 23 B kiryOnsx (Zhang et al., 2014 a,b).

MOXXHO MNpeanoNoKuTh, 4TO HMHTHOMpoBaHMe TeHa SDAl mpu xomomoBom crpecce
OPUBOIUT K 3aMEUICHUIO pacnaja Kpaxmajla M yMEHBIIEHUIO CTENEHU XOJIOAOBOIO
ocaxapuBaHMs B KiIyOHsX. Kpome Toro, Ha m3MeHeHHE SKCIPECCHHM TI'€HOB aMuia3 BIIUSAIOT
3¢ ¢exTel 00paTHOM CBSI3M C caxapoM, YTO O3HA4aeT, YTO IJIIOKO3a M (PPYKTO3a SBISIOTCA
CHUTHAJIBHBIMUA MOJICKYJIaMH, KaTaJU3UPYIOIIUME TPAHCKPUIIMIO B KIYOHAX KapToderns reHoB
AMY wu renoB uaruburopoB ammiaz Al (Zhang, 2013; Zhang et al., 2014b; Cnyruna u np.,
2020).

Takum ob6pa3om, ObLI0 MokazaHo, 4To SbAI MoxkeT HMHrHOMpPOBaTH AKTUBHOCTb Kak
0-aMHJIa3bl, TaK ¥ [-amMuiassl B KIYOHAX KapTodens, rIaBHBIM 00pa3oM, IyTeM MOJaBJICHUS
StAMY?23 u StBAMI, cooTBeTCTBEHHO. OTH pe3yJbTaThl CTAIM MPSMBIM JI0Ka3aTE€IbCTBOM
Ttoro, 4ro SbAI MoxeT ObITh KIHOYEBBIM PEryJiTOPOM aMMia3, KOTOPbIE KOHTPOJIHUPYIOT
pas3sioKeHUEe Kpaxmaja M HaKOIUIEHHWE pEeIyLUpYIOIUX caxapoB B KIYOHAX KapTodens B
YCIIOBHAX XO0JIOIOBOTO cTpecca. OgHako cnennuieckue MeXaHu3Mbl peryssun Mex 1y SbAI u
ammiIa3aMi B KIYOHSIX KapToQels, JTUTETbHO XpaHAIIUXCs IPH HA3KOW TeMIieparype, TpeOyroT

JajabHEHUIIero N3YUCHUA.

1.4.3. AA®-rawko3onupodocdopunasza AGPase.

Cpenu Bcex OCHOBHBIX (DEPMEHTOB, YYAaCTBYIOIIMX B MeTaboONM3Me Kpaxmajia B
pacrenmsax, AJld-rmokozonupopochopunaza (AGPase) sBnseTcs OTHUM U3  KIIOYEBBIX
depmenToB, ocymiecTisomux cuHte3 AJ[D-rmoko3sl (ADP-GIc) u3 rmokossi-1-pocdara u
AT®, u TeM caMbIM KOHTPOJIUPYIOIINM KOJIMYECTBO Kpaxmalia B Pa3IMYHBIX OpTaHaX PacTEeHHH,
B TOM YMCJI€ U B 3allaCHBIX TKaHAX (KIyOHe, sHIOCTepMe 3epHa, u 1p.) (Saripalli, 2015). benok
AGPase mnpucyTcTByeT Kak B LUTO30JI€ KJIETOK, Tak M B Mmiactuaax. Kak mmactugHas
(XJIOpoTIacTHasE M aMHJIOIUTACTHas), Tak W ImTo3oibHas AGP-a3zbl (yHKIMOHHPYIOT Kak
rereporerpamepsl (a2B2). Kaxxnas u3 rerporerpometoB AGP-a3pl BKItoyaeT mo jABe Oojbllne
LS (B2) u aBe mansie SS (02) cyobenunuisl (Preiss et al., 1990). [IpoBeneHHbIe uccieqoBaHus
NoKa3ajid, 4YTO KaTaJUTHYeCKHe M OCOOCHHO peryisatopHbeie cBoiictBa AGPase y Beicmmx
pacTEeHUI SBJISIOTCS PE3YIbTaTOM CHHEPTETHYECKHX B3aMMOJCHCTBHIA MEXIY ABYMS THIIAMH
cyorenunun (Hwang et al., 2005). Cuntaercs, uto LS cyObenuHuIa BBIMOIHIET PETYISTOPHYIO
¢yHKLUIO, B TO BpeMs Kak SS — o0e, U peryiasaTopHyto, U karanutudeckyro. ['ensr AGPaseS,

KOAUpYOIue MajbIC CY6’LC,Z[I/IHI/II_U:I, KaK IIpaBHJIO, 3KCIIPECCUPYCTCA B OOJIBIIIMHCTBE TKaHefI,
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torna kak AGPaselL, neMOHCTPHPYIOT TKaHECHeHU(PHUUHBIA MAaTTEPH OSKCIPECCHU. AHAIU3
npomoTtopoB (1 T.m.H. ot craproBoit Toukn) AGPaseL u AGPaseS BbisiBrI 00JIBIIOE KOTUIECTBO
LUC-PETYJISITOPHBIX JIEMEHTOB, CBA3aHHBIX C peakuuel Ha abuoTuueckue crpeccol (Batra et al.,
2017).

Bbbuto onHO3HAYHO TOKa3aHO Hanmuyue (epMeHTaTuBHOM akTuBHOCTH y AGPaseS Genka.
BriepBbie ero kpucraminueckas CTpyKTypa Obuia moiydeHa st S. tuberosum (Jin et al., 2005).
be1o oOHapykeHo, uTo KatanuTudeckuid nmeHTp AGPase kapTodens umeer Ha KaKI0M KOHIIE
KapMaH, CBSI3bIBAIOIIUM TJTF0K03Yy. DYHKIIMOHATIBHO KpaliHEe BakHA TaKke MUCyIbdumHas (S—S)
CBsI3b MeXay JByMsi octaTkamu Cysl2 B KaTaJlUTHUUECKOTO CaiTe, TaK KaK OHa PEryIupyeT
aktuBHOCT, AGPase pacTeHHMH W ONpeneneHo, YyTo 3Ta AUCYIb(QHUIHAS CBSA3b YBEIWYHBACT
cpoacTBo epmeHTa Kk Oenky-akTuBaTopy (3-hocdoraunepary 3-PGA) u cyberpary ATD (Jin et
al., 2005; Figueroa et al., 2022).

BbUT0O HECKONBKO SKCIIEPUMEHTOB TI0 CTHMYJIMUPOBAaHHIO CHHTE3a KpaxMaia IyTeM
skcnipeccun AGPase. [lokazana mosoxuTenbHas Koppensiuus Mexay akTuBHOcThio AGPase u
cCollep’)kKaHHMEM Kpaxmalla B KIyOHEBUIHBIX KOpHSAX. B cioywyae kaptodens B KIyOHSX
TPAHCTEHHOTO KapToQelns, 3KCIPECCUPYIOIIUX aHTUCMBICIOBYIO KOHCTPYKIIHMIO C TE€HOM
AGPase, conmepkanue KpaxMasaa CHHXKAJIOCh, B TO BpeMsl Kak cBepxdkcmpeccus rena AGPase B
KIYyOHSIX KapTodenss NpHBOAMIA K IMOBBIIIEHHOMY HAaKOIUICHHIO KpaxMania, a TaKke K
yBeJNMUYEHUI0 Macchl kiyOnei (Wang et al., 2007).

[Tpu aHanm3e TeHOB, BIMSIOIIMX Ha COJAEPXKaHHE caxapoB B KIyOHsx S. tuberosum B
YCIIOBUSAX XOJIOJIOBOTO cTpecca, ObUIo Tmoka3zaHo, 4to AGPase otBewaer 3a 13,3%
obpasyromuxcsa peayuupyronmx caxapoB (Menéndez et al., 2002). Takkxe akTUBHOCTb
skcripeccun reHa AGPaseS oTpunaTenbHO KOpPpETUpOBaio € HAKOIUIGHWEM TIJIIOKO3bI U
bpykTO3bI B KIYOHAX KapTodens mpu xonojnoBoMm crpecce (Song et al., 2005). Taxxe Obu10
NOKa3aHbl 3HAYUTENbHBIC U3MEHEHUS B SKCIIPECCHH I'€HOB 000MX CYyObEIUHMII B KITYOHSX JIBYX
COpTOB KapTo(esns Mpu HenpoaobKuTebHoM (5 u 15 gHelt) xomomoBom ctpecce. [lpu stom
MOKa3aH pa3HOHAINpaBJIEHHbIM MNaTrTepH 3Kkcnpeccun B kiyOHsx y CIS-ycroitunBoro m CIS-
qyBCTBHUTEIBHOIO TeHOTUIOB. [Ipeanonaraercs, uto noselmieHHas skcnpeccuss AGPase moxer

ObITh KpaitHe BaxHa s CIS- yeroitunBoctu (Liu et al., 2021).

1.4.4. o-rmokan- u pocdoriaokan Boaubie TuKuHa3bsl GWD/PWD.

dochopumpoBaHre KpaxMayia SBISCTCS MPAKTHUYECKH €TUHCTBEHHOW MOIM(HKAIMEH,
KOTOpass MPOMCXOJUT B TpOIEcCe pa3okKEeHUs Kpaxmaja, KOTOPOE MOXKET H3MEHUTh
ornpeneneHHble (PU3MKO-XUMHUYECKHe cBoiicTBa kpaxmaina (Singh et al., 2003; Compart et al.,

2023). [Ipu dochopunupoBaHUU Kpaxmalia yBEITHIUBAETCS TTOBEPXHOCTh KPaXMaIbHBIX TPAHYJI
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U HUX JOCTYIMHOCTh AJisi ()EPMEHTOB JErpajarii, TaKuX Kak aMmuia3bl. TeM caMblM WMEHHO
docdoprmpoBanme 3ammyckaeT mporece Aerpaaanuu kpaxmana (Mahlow et al., 2014, 2016).

boulo mokazaHo, uYro 'y pacTeHuii mponecc QochopuiMpoBaHus — Kpaxmana
ocymectBisieTcs 6eaxkamu GWD (Glucan, water dikinase, GWD, R1 (y S. tuberosum), SEX1 (y
A. thaliana)). Dtu depmentsl sBistorcs  pochorpanchepazamMu, KOTOPBIC IMEPEHOCST
dochopcoaepxaniie rpynnsl ¢ TOMOIIBIO MAPHBIX aKLIENTOPOB (AMKUHA3). bbuto nmokaszano, 4to
O-TJIIOKaH BOJHBIC JUKHWHA3bI MOTYT KaTalM3UpPOBaTh peakiuio o-riokaHa u ATD c Boaoil.
B-dbocdaTt nepeHocuTcss Ha TUCTUAMHOBBIN OCTaTOK B KaTaluTH4eckoM LieHTpe Oenxka GWD, a
orryna Ha CO-THAPOKCUJIBHYIO TPYIIy B MOJEKYyJI€ aMWIONEKTHHA, B pe3yJbTaTe Yero
TIIFOKAHOBBIC LIEMH B KPAaXMAIBHOUN TpaHysie IEPEXOIAT U3 BHICOKOYIIOPSIOYCHHON CTPYKTYPHI B
6osee BogopactBopumoe coctosiHue (Ritte et al., 2002). Ilepexoa MOBEPXHOCTHBIX TJIFOKAHOB B
0ojyiee pacTBOPUMOE COCTOSIHME HMEET pellarollee 3HAuYeHUe s TUApoia3, CBSI3aHHBIX C
KpaxMayioM, Ipex/ie BCero Takux Kak [-ammiassl BAM. Takum o6pa3om, ObUIO TOKa3aHO, YTO
docdopmwimpoBaHre  TMOBEPXHOCTHBIX  TIOKaHOB ¢ momompto  GWD  moBeimaer
TUAPOIIUTUYECKYI0 akTUBHOCTH [-amuia3 (Monroe, 2020). GWD pacrenuil katanuzupyer
docdopmirpoBanre Kpaxmaiaa, KOTOPOE, B CBOIO Oue€pellb, PErylupyeT Kak JIerpajaluio
Kpaxmalia, Tak u ero nocieayronuii onocunres (Skeffington et al., 2014).

B Hacrosmiee BpeMsi HM3BECTHBI JBa TPEACTaBUTENS CEMEWCTBA O-TIIOKaH BOIHBIX
mukuHaz: GWDI u docdormokan Boanas aukuHaza GWD3/PWD. I'eust GWD npucyrcTBytot
BO MHOTHX DPAaCTEHUSX, HO HBOJIIOIMOHHAS HCTOpUS U (PYHKIHH (HEPMEHTOB HE HJICHTHYHBI
(Adegbaju et al., 2020). Tak, GWD1 dochopunupyer ritoKo3uIbHbIE OCTATKH aMUJIONIEKTUHA B
KpaxmaibHOM 3epHe B nososkeHun C6 (Ritte et al., 2002). 3arem GWD3/PWD nomnosnHuTenbHO
bochopunupyeT Apyroi rIOKO3WILHBIN octaTok B monoxkennn C3 (Baunsgaard et al., 2005).
[TokasaHo, uyto mytaiuu 6o B reie GWD1, mu6o B GWD3/PWD npuBoauiu K 3aMeIICHHUIO
Jerpajiallid U HAKOIJICHUIO KpaxMmana B JIHUCThAX pacTenuid (Yu et al., 2001; Baunsgaard et al.,
2005). VY kaccasbl M. esculenta GWD1 cnocoOCTByeT yBEeIMUYCHHUIO COACPIKAHUS Kpaxmaia, TeM
CaMBIM BIIMSISE HA POCT KOPHEH NpU XpaHEHWH, a TAKXKe HAa TPAH3UTOPHBIA KpaxMasl B JIMCTHIX
(Zhou et al., 2017). Panee Tarke ObUIO TOKa3aHO, yTo y gWdl-myraHTa prca HakaruIUBajCs
Kpaxmall B JIUCTBhSIX, U TPH ITOM 3aMETHO CHIJKAJach YpPOXKAHHOCTh 3a CUET MEHBIIETO
KOJTMYECTBA METEJIOK Ha pacTeHWW U Oojee MENKHX M MeHee co3peBmmx 3epeH (Hirose et al.,
2013). C nmpyroil CTOpOHBI, TpaHCTEHHBIC PACTCHHS pHca cO cBepxdkcrpeccueid rena GWD1
KapTodels IpoayLHPOBaIH BEICOKO pochoprinpoBanublii kpaxmai (Chen et al., 2017).

I'enst GWD npucyTcTBYIOT B TeHOME MHOTHX pacTeHUH, npejacTaBieHHbIX B 6aze NCBI,
HO JICTAJIBPHO OHM MPAKTUYECKH HH Y KOTO HE OXapaKTePU30BAHBI M BOJIOIMOHHAS UCTOPHUS U

¢byHK1MM GepMEHTOB MOTYT ObITh HE uAeHTUYHBI (Adegbaju et al., 2020). DTo cBa3aHO, Mpexae
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BCET0, C MPOTSHKEHHOCThIO reHa. CoryacHo HamuM fganHbiM, reH GWD1 S. tuberosum (sunwust
RHB89-039-16), mpencraBnennsiii B 6aze nanubix NCBI, umeer mmunry 19 188 mu. (Gene ID:
102577510), comepxut 34 »sk30Ha. [Ipu »TOM IMHA KOAMPYIOIICH ITOCIEIOBATEILHOCTH
cocrasisieT Bcero 4392 n.H. IlokazaHo, 4yTo T'eH JOKalIM30BaH Ha XpoMocoMme 5. B Hacrosiee
BpEMSI UMEETCSI TOJIBKO JBE padOThI C OTHOCHTENHHO JeTanbHbIM onrcanneM kJJHK u 6enkoBbix
nocjeaoBarebHOCTeN o-TirokaH BogaHou aukuHassl GWD1 (Adegbaju et al., 2020; Compart et
al., 2023); romonoruyHslid TeH U 6e1ok PWD 1o cux mop He oxapakTtepus3oBaH. beuia onucana
BapuabensHocTh KJIHK GWD1 (Ho He GWD3/PWD) u koaupyemoro Oeika y 48 BHI0OB HH3IINX
U BBICIIMX pacTEHHM, NPEICTAaBICHHBIX B 0a3e nmanHbix (Adegbaju et al., 2020). Omnako, B
nyOJIMKauy ObUT CIeJIaH OCHOBHOW aKLEHT Ha HBOJIOIUI0 U OCOOCHHOCTH HU3LIMX PACTCHHM.
[Tokazano, uto GWD1 siBnsieTcss MOHOKONMUIHBIM T€HOM (32 UCKIIOYCHHEM IYIIUKALUU Yy MXa
Physcomitrella patens Hedw.). Tax)xe ObUIO BBIABHHYTO MPEIIOJIOKEHHE O CYIIECTBOBAHUH
npyro# GpyHKIMOHANBHOW 3BOOIMH B oTHOIIeHHH GWD3/PWD.

B OenkoBbix mocnenoBarenbHOCTSIX GWD  Obio  0OHApyKEHO TpPU OCHOBHBIX
dbyHkMoHaNbHBIX JoMeHa. Ha N-xonme Oenka HaxomutTcs Tpan3utHblil nmentupn (TP) nmms
IUTACTUHOW  JIOKANW3alluM, Jajiee 1O  MOCIEAOBAaTeIbHOCTHM  paclojiaraloTcs  JBa
yraeBoacBs3pBarOmux Moayis (CBM 45), oqur dochoructuanaoBbii qomMeH U oquH ATO-
ces3piBarommii joMeH (Adegbaju et al.,, 2020; Compart et al., 2023). TpaH3uTHBIA TENTH]T
JIOKaNIM3aluy B Tuiactuaax Obul oOHapyxeH y Bcex GWD1-0enkoB MOKPHITOCEMEHHBIX (HO HE
TOJIOCEMEHHBIX W HH3IIUX pPacTeHHil). JTOT menTua He Obul oOHapyxkeH y O6enkoB GWD?2,
BO3MOYKHO, CBsI3aHO ¢ cyOdyHKIMonu3amuei 3tux 0enkoB B pacteHusx (Adegbaju et al., 2020).
Taxxe B OenkoBbIX ImociaenoBaTeabHOCTIX GWD ObUIM BBISIBIEHBI [Ba CIEMHAIBLHBIX
KaTAIMTUYECKUX JOMEHa CBsi3bIBaHUS  yrieBogoB (CBM), Takxke U3BECTHBIE Kak
KpaxmanocBs3biBatone qoMeHsl (SBD) - CBM45 u CBM45s (Adegbaju et al., 2020; Compart
et al., 2023). JlanHble IOMEHBI XapakKTEepHBI IS MHOTUX ()EPMEHTOB, YYaCTBYIOIIUX B
pas3ioKeHnu Kpaxmaia, (Hanpumep, a-amunassl AMY3 A. thaliana). Hainuuue naHHBIX TOMEHOB
HEOOXOUMO U JIOCTATOYHO JUIsl BBITIOJNHEHHUS (GyHKIUU (OCHOPIIMPOBAHUS KpPaXMAaTbHBIX
3epeH (Adegbaju et al., 2020). Tak, HanpuMep, B TPAaHCTEHHON JMHUU KapTodens, B KOTOPOM
orcyrctBoBal CBM45 MOTHB, MpeAmnodTUTENbHBIMU cyOcTpaTamu uisi GochopunupoBanus
ObL1 OoJiee KopoTKue riatokaHoBble nemnu (Glaring et al., 2011).

Oynkuun GWD nocraTouyHo moapoOHO, B CpaBHEHUHM C JAPYTUMHU PACTEHUSMHU, OBLIU
uccienoBanbl Ha kaprodene. HeomHokpaTHo ObLIO MOKa3aHO, YyTO KapTodenb ¢ 6onee HU3KOM
AKTUBHOCTBIO 3TOrO (epMEHTa HMEET 3HAYUTENbHO Oolieeé HHU3KUKA YpPOBEHb CBS3aHHOTO C
kpaxmaioMm (ochara (Vikse-Nielsen et al.,, 2001; Wickramasinghe et al., 2009). Menbmuit

ypoBeHb GdochopuIMpoBaHUs KpaxMaja YMEHBIIAEeT pPa3IOKCHHE Kpaxmalla W HaKOIUICHUE
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caxapoB B KapTodese Ipu X0I00BOM ocaxapuBaHuu. Clie0BaTENbHO, JajbHEHIICe CHIKCHUE
cozepkanus (pOCHOPHIMPOBAHHS KpaxMaia MOXKET MPUBOJIUTH K MOBBIIICHHIO YCTOHYHMBOCTH
kaprodens k CIS. B cBs3M ¢ 3TUM JOCTaTOYHO WHTEPECHBIC HMCCICOBAHUS C TOYKH 3PCHUS
NPaKTUYECKOTO TNPUMEHEHHUS B CEJICKIUU OBUTM IOJIyYEHBI 1O HCCICIOBAHHIO AJUICIIEHOTO
nonuMopduzma aByx ydactkoB rena StGWD (627 u 606 m.H.) y 398 copToB U ITWHUH, BKIIIOYas
oOpasiel  qukopactymux BumoB kaprodens (Uitdewilligen et al., 2022). beun moxasan
JIOCTATOYHO BBICOKWH MOIUMOP(PH3M aHAIM3UPYEMbIX O0JAacTe W BBIBICHO 16 pa3inyHBIX
rarotunoB. Kpome Toro, aHanu3 accolualyii IpuBeN K BISBICHHIO CHCIHM(PUUSCKUX ajuienen
StGWD, BbBbBatommx 00 yBenMueHHe, MO0 yMeHbIIeHHE cojaepxkanus Qocdara,
CBSI3aHHOT'O C KpaxMmasioM. Tak ObUI BBISIBJICH OJHMH aJUIeNb, PUBOASIIMN K CHIDKCHUIO YPOBHS
docthopunupoBanusi, HO Ooyiee HMHTEPECEH JAPYrod — CBSI3aHHBIH C  TOBBIIICHUEM
dochopunpoBanusi Kpaxmaia, IOCKOJIbKY OH MOXET OBITh HCIOJNB30BaH B MapKep-
orocpeoBaHHOM cenekuuu st co3panust CIS-ycroiumseix copros (Uitdewilligen et al., 2022).
Kpowme Toro, 6p110 TIOKa3aHO, YTO TPH OINPEICICHHON KoMOUHAIMK YeThipex ameneid StGWD B
TETPAIUIOUIHOM KapTodelie MOXKET OBbITh JIOCTUTHYT BTpoe OoJjiee BBICOKHI YpPOBEHB
conepxanusi pocdara B Kpaxmaje U CIeJI0BATEILHO 00Jiee BBICOKHI YPOBEHb YCTOMYMBOCTH K
xonooBomy ocaxapuBanuio (Uitdewilligen et al., 2022). Takxe ObUIO IMOKa3aHO, YTO CHUKCHHE
skcripeccun reHa StGWD kaptodenss koppenupyeT co CHMKCHHEM paslIOKEHHUs Kpaxmana B
KIYOHSIX KapTodess Py X0J0J0BOM CTpecce. DTO MOXKET CBUJICTEIILCTBOBATh 00 BAXKHOM POJIU
UMEHHO (ocopuarpoBaHus o-TIMKaH-BOAHOM nukuHazoii GWD B pacmage kpaxmana, 1o

KpaiiHeil Mepe, B KIIyOHsIX U JIMCThsAX kapTodens (Orzechowski et al., 2021; Li et al., 2024).
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I''TABA 2. MATEPHAJIBI U METO/1bI

2.1. PacTuresibHBIN MaTepuaJl.

MarepuaioM HCCIeIOBaHUS CIYXWUJIH MPEICTAaBUTEIH BUIOB poaa Solanum cemeiictBa
Solanaceae. OO6pasipl aukopactymmx BuaoB Solanum cekmuum Petota Obutr mOTydeHBI U3
koymekuu  Bceepoccuiickoro  HUAWM  pacrenmeBoactBa wum. H.M.  BasunoBa, BHUU
kaprodenbHoro xo3siictBa uMm. A.I'. Jlopxa u renmbanka Centre for Genetic Resources
(r. Barenunren, Hunepnanasl). B paboTe Takke UCIONB30BAUCH COPTA U CENEKIIMOHHBIE TUHUU
kaprodens, npenocrapneHasie BHUU kaprodenbHoro xossiictea uM. A.I'. Jlopxa (BHUUKX)
(mpunoxenue, Tada. I11).

Hna  awnanusa mpanckpunmoma WCHoNb3oBanu kaprodenb copra Jlemm Koop.
OtoOpannbie B ceHTsA0pe 2023 roma KkIyOHHM OJHOTO pacTeHHs] OJMHAKOBOTO pa3Mmepa
(ntnametpom 55-60 MM) ObUIM ONpPENENEHbl KAaK IOJHOCTHIO CO3PEBIIME M XPAHWINCH B
KJIuMoKaMepe npu Temneparype +3°C B TemHore B Tedenue 0,5 (cepeamHa ceHtsops), 3,5
(xonern nekadpsi) u 6,5 (KOHEeIl MapTa) MecALeB COOTBETCTBEHHO. B kak/10i1 U3 TpEX BpeMEHHBIX
TOYEK KIYOHHM HCIIOJIb30BaJUCh Al oTOopa mpod (aBa Ouonormueckux mnostopa). Obpaszen
npencTaBisl coboit 650k (BKIIOYas MepuiepMy, KOpY, COCYIAMCTOE KOJbIO U MEPUMETYILLY)
BOKPYT allUKaIbHOM T1a3k0BOi mouku. OOpa3ibl 3aMOPAKUBAIH B JKUIKOM a30Te, XPAHWIH MIPH
temmneparype -80°C 1o moryueHus mocieaHnx oopas3IoB B KOHIIE MapTa.

st onpedenenus sapuabenbrocmuy aHaTU3UPYEMBIX T€HOB Y BUJIOB M COPTOB KapTodens
6bU10 0TOOpaHO 56 00pa3uoB NpejacTaBuTeNel ceMeiicTBa Solanaceae, B ToM ymcie 8§ 0Opa3loB
TUKopacTymux BuIoB Solanum cekmuu Petota, 42 copra oTeueCTBEHHOW M 3apyOeKHOM
cenekimu u 6 yuHui kaprodens cenexiuun BHUMKX S. tuberosum (mpunosxenue, tadmn. I11 u
I[12). Pactenus kaptodens (copta u MHUM) BelpanmBanu Ha noiasx BHUMKX (moc. Kopeneso;
oroOpaHbl U mpenoctaBieHbl K.0.H. MenemunbiM A.A); mna Beinenenus JJHK or6upancs
JMCTOBOM MaTepuall, KOTOpbIi XpaHuics rnpu tremmneparype -80°C.

Jna  6uoxumuyeckoeo (M3MEpPEHUE YTIEBOJOB, KApOTWHOWJOB, AaHTOIMAHOB) W
9KCHpeccuoHHo2o ananuza kiyOHel kapTodens mpH AJTUTEIHLHOM XOJIOJOBOM cTpecce ObLIH
B3STHI IISITh COPTOB oTeuecTBeHHOM cenekuuu (bapun, KpacaBunk, Hanexxna, CesepHoe cusiHue,
VY1po), Beipamennbie Ha moisix BHUMKX B 2021 romy. Ilocnme cbopa ypokas B CeHTsIOpe
KIyOHH OBUTM TIOMEIIEHBl Ha XpaHEHHWE B CIENUATU3UPOBAHHOE KapTo(derexpaHmInIIe
BHUUKX (rme nognepxxuBanacs temneparypa +3°C). AHaau3 npoBOAMICS B TPEX BPEMEHHBIX
TOYKax: cpa3y nocjue coopa ypoxkas B kKoHile ceHTs0ps (0 mec), 3aremM B Havase (eBpasi, CIycTs

4 Mecsia XpaHEHUsI, U B KOHIIE anpes, cnycTs 7 mecdaueB xpaHeHus. KimyOHu otOupanuch B
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KaKIOH BPEMEHHOM TOYKE, 3aMOpPAXUBAINCh B JKMJIKOM a30T€ M XPaHWIKMCh IPU TEMIEPAType
-80°C.

s 6uoxumuueckoeo aHalv3a JUCTHEB B OTBET HAa KPATKOBPEMEHHBIHM X0JIOIOBBIN cTpecc
ucnoibp30Baiu pacrenus copta Jlenu Kip (3enenas okpacka JIMCTBEB) U CENIEKIIMOHHOM JIMHUU
['ubpuz 1 ¢ aHTOIIMAHOBON OKpacKOW JIMCThEB U KIIyOHEH (IpenocTaBiieHo K.0.H. MelenHbIM
A.A., BHUUKX). Pacrenus BeipamuBanuck B teruie YUK OUL] buorexnonorun PAH.

Jia umumayuu Kpamrxo8pemeHHo20 X010008020 cmpecca PACTeHUs BBIPAIIMBAIUCH B
teruuie npu +21°C u 3aTeM MOJeNMPOBau YCIOBHS KPAaTKOBPEMEHHOTO XOJIOA0BOI0 CTpecca B
kumakamepe (Sanyo, SAnonus) npu +3°C (neHs/Houb 16 4/8 4). JIucToBbIe POOBI OTOMPANTNCH
B HeCKOJNbKUX Toukax: ‘KO’ (koHTposb mpu +21°C), ‘6h’, ‘24h’, ‘48h’ (cTpecc B nuHAMUKE) U
‘B12° (BoccranoBieHue mnocie crpecca, +21°C). Matepuan (JUCThs) 3aMOPAXKUBAIU B KUIAKOM
azote u xpaHwnu npu temieparype -80°C. IIpoObl MCHONB30BaATUCH AT OMOXMMHUYECKOTO U

MOJIEKYJIIPHOTO aHanu3a (puc. 8).

+21°C +3°C +3°C +3°C +21°C
KOHTpONb 6 yacoB 24 yaca 48 yacoB 12 vyacoB

XOnoaoBon cTpecc BOCCTaHOBIeHue

I I I I
I l | I
v v v v b4

oT6op npo6 Ans GMOXMMUYECKOro U MOMEKYISIPHOro aHanuM3oB

Pucynok 8 — Cxema sKcnepuMeHTa KpPaTKOBPEMEHHOTO XOJIOJOBOTO CTpecca Ha PAaCTeHUIX
KapToders ¢ 3eJIeHON 1 (PHOIETOBOM OKPACKOM JTUCTHEB.

2.2. Boigenenue [IHK, PHK u cunte3 k/IHK.

Buioenenue pacmumenwvnoii JIHK soimonusiu no meroauke CTAB-A (Puchooa, 2004)
C JIOTIOJIHUTENIbHON ABOMHOM enpoTenHu3auei GpeHon/xaopodhopMom.

Bwvioenenue PHK. Toransnyro PHK Bbelensuin U3 TKaHeW pas3iM4YHBIX OPraHOB
KapTodens (JUCThsI, CTEONIH, KOPHHU, CTOJIOHBI, IIBETKH, IJIOJbl, KIIYOHU (MSKOTb, KOXKypa)). s
BeljiesieHust TotanbHOM PHK wucnonb3oBamu HabGop peaktnBoB RNeasy® Plant Mini Kit
(QIAGEN, TI'epmanus) cOriacHO HMHCTPYKIMM MPOU3BOAWTENSA. [l OYMCTKM MOJYYEHHBIX
npenaparoB PHK nmpoBoaunu o6padotky JIHKa3o0ii I cormacHo HHCTpYKITUU, IPEACTABICHHON B
koMmIuiekTe Habopa peakTuBoB RNase Free DNase I Set (Magen, Kuraif).

Cunme3 k/THK. xJIHK nonywanu ¢ ucnoib3oBanueM GoScript Reverse Transcription

System (Promega, CIIIA), MmeToaMKa BBIIENEHNS COTTIACHO UHCTPYKIUU TIPOU3BOAUTETIS.
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Konnenrpauuu PHK, JIHK u x/IHK onpeznensuiucey ¢ momomrsio ¢ayopumerpa Qubit 4 u
COoOoTBeTCTByMOIIEro Habopa pearenTtoB (Invitrogen, CIIIA). JlOMOJHUTENBHO Ka4ecTBO

BoiieneHHol PHK nposepsiiock MeToiom anexTpodopesa B arapo3HoOM redie.

2.3. buoxuMHn4yeCcKuii aHAIU3.

Onpeoenenue cooeprcanus kpaxmana. J{ns KOTUYECTBEHHOTO OINpPEIEIICHUS Kpaxmasa
B KIYOHSX M JUCThAX KapTodens npumersuin Hadop Enzytec™ Liquid Starch (R-Biopharm AG,
['epmanusi) corigacHO HMHCTPYKIMH, @puiaraeMoili k Habopy. MeTtoq ocHoBaH Ha
(epMEHTAaTUBHOM paCHICIUICHUU aMmuioriaokoamminazoi (AGS kpaxmana g0 D-Timoko3sl ¢
nocneayommM  pochopunupoanuem u  BoigenenneM NADPH. Kommuectso NADPH
COOTBETCTBYIOIIEE KOJIMYECTBY D-TJIIOKO3bI, 0OOpa3oBaBIIEHCS B pe3ylbTaTe TUIPOIH3a
Kpaxmana, ompeneiasuii npu anuHe BouHbl 340 HM Ha cnektpodoromerpe Eppendorf
BioSpectrometer (I'epmanmus).

Onpeodenenue coodeprcanuss MoHo- u Oucaxapos. OOpa3ipl TKaHU KapTodens
aHanu3upoBanu Ha cojepxkanue (Mr/100 r celporo Beca) pacTBOPUMBIX CaxapoB (TJIFOKO3BI,
bpyKTO3bI U caxapo3bl) ¢ Hcnoiab3oBaHHeM HabopoB Enzytec™ Liquid D-Glucose/DFructose u
Enzytec™ Liquid Sucrose/D-Glucose (R-Biopharm AG, Jlapmmraar, ['epmanus) B
COOTBETCTBUH C HHCTPYKIUSMHU POU3BOIUTEIIS.

Onpedenenue codepicanus KapomuHouoos, Xaopogunioe u anmouuanog. Jlns
oTpefieNieHus] COJIEp>KaHusl BTOPUYHBIX METa0OIUTOB mpuMeHsuin Meton domua (Solovchenko et
al., 2001). Ilocne uHKyOaIMK TPEABAPUTEILHO PACTEPTON B KUJIKOM a30T€ PACTUTEIHHONU TKaHU
kaprodens B cmecu domua (xjg0podopM:METaHOI B COOTHOLIEHUU 2:1) M3MEpsUIn BEPXHIOIO
BOJIHO-METAHOJIbHYIO (ha3y (comepkKuT (peHOoIIbl U aHTOLMAHbI) U HHXKHIOIO XJI0podopMHYIO (hazy
(comepkHUT XJTOPOPUIIBI W KAPOTHHOUABI) KaXAYK OTAEIBbHO Ha CHEeKTpooTOMETpe.
Xnopodopmuyro a3y npu HEOOXOTUMOCTH PA3BOAMIM XJIOPOGOPMOM B HECKOJIBKO pa3 Tak,
YTOOBI IIBET, B 3aBHCUMOCTH OT MHTEHCHBHOCTH OKPACKH, CTaJl CBETJIO-3€JICHBIM U M3MEPSIIH
MOTJIONICHHE MPH HY>KHOU JJTUHE BOJHBIL.

Copepxanne x10pohUUIOB a M b U CyMMY KapOTHHOHIOB OTPEACIISIN NPy ATMHAX BOJIH
yKa3aHHBIX HU)KE U BBIYHCISUTH 110 GOPMYIIaM:

XJ'IOpO(l)I/IJ'IJ'I a (MKF/MJ'I) =1 1,47 (A666HM — A750HM) -2 (A648HM* A750HM)
XJIOpO(I)I/IJ'IJ'I b (MKF/MJI) = 21,85 (A648HM — A750HM) — 4,53 (A666HM_ A750HM)

CymMa KapoTMHOHMJIOB (CyMMa KCaHTO(UIUIOB U KapoTHHOB) (MKI/MI) = [1000 (A430um -
Assp) - 1,33 Chl a- 23,93 Chl b]/202. (Aqy- a0copOIIHst TpH yKa3aHHBIX JJTHHAX BOJIH).

Jlyig onpenienieHysi aHTOLMAHOB B OTOOPAHHYIO BOJHO-METaHOJIbHYIO (ha3y 100aBIIsIN MO

2 KamM KOHIEHTPUPOBAHHOW COJITHOM KHCJIOTHI W TpU HEOOXOIUMOCTH Pa3BOIWIN
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NOJy4YeHHBIH pacTBop mQ B 2-10 pa3, mocie 4ero u3Mepsuii Ha CeKTpo(OoToMeTpe MpH AJTUHE
BOJMIHBI 535 HM mo ¢opmyie B mepecuere Ha T cwiporo BemectBa (FW) mo mmanmmus-3-

TJIMKO3UY

MKT Ag35XdXVXMrx1000
AHTOIMaHBbI —w) = .
r

EXm

Bce n3mepenus npoBoAMIM B IBYX OMOJIOTHYECKUX U TPEX TEXHUUECKUX MOBTOPHOCTSIX.
Pacuersl copep)kaHusi KapOTHHOUIOB, XJIOPOPHIUIOB U AHTOLMAHOB IPOBOIMIN C TOMOIIBIO

nporpammsl Excel.

2.4. TpaHCKpPUNITOMHBIN aHAJIN3.

Jst mpurotoBnenus: 6udauorek MPHK wucnonb3oBanmm Habop pearentoB NEBNext®
mRNA Library Prep mns [llumina® (New England BioLabs Inc., CILIA). Ilomxy4ennsie
Oubmuorekn Obut cekBeHuUpoBaHbl kKommanueirih MyGene Co. (MockBa, Poccus) c
ucnonbszoBanueM cnektpomerpa Illumina HiSeq 2500 (Illumina, Can-uero, CILIA).

Jlis KapTUpOBaHUS IMOJYYEHHBIX MPOYTEHUN TPAHCKPHUNTOB ObUI MCHOJIH30BAaH T€HOM
kaprodens S. tuberosum copra DM 1-3 516 R44 (SolTub_3.0; GCF _000226075.1). Ilocne
yoajJeHus  IOCJIeJIOBaTeNbHOCTEH,  coaepkamux  amantep  (cutadapt  v.1.17) wm
HU3KOKauecTBeHHBIX puaoB (sickle v.1.33), mapHble mepeKphIBAOIIMECS IPOYTCHHUS OBbLIN
oovenunensl ¢ mnomoumipto FLASH v.1.2.11 (https://ccb.jhu.edu/software/FLASH/; nara
oOpamienusi: 10.11.2024) u BBIPOBHEHBI C aHHOTMPOBAHHBIMM I'€HAMHM B T€HOME KapToders.
Anamusel oboramenus GO (Gene Ontology) u KEGG (Kuotckast sHIUKIONEAUS TE€HOB U
T€HOMOB) MIPOBOJIUITUCH c MTOMOIIIBIO ShinyGO 0.82 (Ge SX, 2020;
https://bioinformatics.sdstate.edu/go/; nara oOpamenus: 18.04.2025). OTHOCHUTENbHbBIE YPOBHH
TPAHCKPHITINN HICHTU(UIIMPOBAHHBIX T€HOB PACCUMTHIBAIM KaK KOJHMYECTBO NMPOYTCHUN Ha
T.II.H. 9K30HHOTO PErMoHa reHa Ha MUJUIMOH KapTUpoBaHHbIX NpouTeHui (RPKM).

JuddepeHunanbHyr0 HKCOPECCHI0 T€HOB aHATU3UPOBAIM C IOMOIIbIO MPOrpaMMbl
DESeg2 (www.bioconductor.org/packages/release/bioc/html/DESeq2.html); reHs cuuTammch
HKCHPECCUPOBAHHBIMU 1O TU(HEpeHIINATBHON IKCIPECCHH, €CTIM YPOBHU SKCIPECCUU OBbLIN He
MEHee 4YeM JBYKpaTHbIMH [aOcomoTHOoe 3HaueHue log2FoldChange (FC)>1], a padj
(CKOppEKTHpOBaHHOE 3HaueHWE P, WM ypOBEHBH JIOKHOIIOJOKUTEIBHBIX PE3yIbTaTOB) OBLI
<0,05. dns Buzyanuzanuu auddepeHnnanibHON 3KCIPECCUU T€HOB MCIIOJIb30BAIN IUArpaMMbl

Benna, TeruioBsie kapThl, Tpaguku «Bynkan» u rpaduxu [P nporus PHK-cexBeHupoBanus.
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2.5. DKcnpeccuOHHBIN aHAIN3.

OmnpeneneHve ypoOBHS OKCIPECCUU HUCCIEAYEMbIX T'€HOB IPOBOJWIM  METOJIOM
konmyectBeHHor [IL[P B peamsnom Bpemenu (PB-IIIIP) ¢ wucnoms3oBanueM Habopa
«Peaknuonnas cmech aus nposeaenust PB-IILP B npucyrctBun SYBR Greenl u ROX» (OO0
«Cunronm», Poccus) na mpubope CFX96 Real-Time PCR Detection System (Bio-Rad
Laboratories, CIIIA). YcnoBus peakiuu: nepBbld mUKa — 5 MmuH npu 95°C; nocnenyrommue 40
mukiIoB — 15 cex mpu 95°C, 30 cex 60°C. Peaknuu copepxkanmu cmech SYBR Green RT-PCR
(Syntol, Mocksa, Poccus), 2,5 vr x/I[HK u ren-cmenmduueckue mnpaiimepbl. B kauectBe
pedepenca obutH B3saTHI Stsec3 u Stefl, Tak kak panee Oblaa onpezencHa 3G(HEeKTHBHOCTb T€HOB-
pedeperco mus RT-PCR mas S. tuberosum u Takoe codYeTaHHWE IOBBIIMIAET TOYHOCTD

pe3ynbratoB RT-PCR 1o cpaBHEHUIO ¢ 0JIMHOYHBIM pe(hepeHCHBIM aHATIU30M.

2.6. AMIuInpuKanus, KIOHMPOBAHUE U CEKBEHHPOBAHHeE.

AMIUIM(pUKaIUI0  HYKJICOTUJHBIX  IOCJIEJOBAaTEIBHOCTEH  aHAIM3UPYEMBIX T'€HOB
MPOBOAMIN C MOMOIIBI0 Habopa peakTuBoB LongAmp Hot Start Master Mix (New England
Biolabs, CILA), cmenys mnpuiaraemoii meronuke. OOmmii 00beM pPEaKIMOHHON CMecH
cocraBisin 15 Mk, rae comepxkancs 10X Oydep, 1,5MxkM MgCl2, 0,2 MM dNTP, mo 5 mxM
COOTBETCTBYIOIIMX IpaiimepoB, a Takxke 0,2 enuuunsl Taq-nmonumepassl U1 ~100 Hr TeHOMHOM
JHK. Vcnosus peakuuu: nenarypauus — 1 muH npu 95°C; omxur npaiimepa — | MuH npu
TeMIepaType COOTBETCTBYIOIIEH TeMIepaType IiaBieHus npaitmepos; anonranus JHK — 1 mun
Ha Kaxzple | T.1.H. aHATM3UPyeMOil rmocieroBaTensHOCTH pu 72°C; 9uciio nukioB — 35.

Busyanuzanuioo u aHanu3 noidydyeHHbIX npoxaykTtoB I[P mpoBomwim npu momormu
anektpodopesa B 1% arapoznom rene (Universal Agarose) B 1X TBE-Gydepe, okpameHHOM
OpOoMHUCTBIM 3THIMEM. B KkadecTBe craHaapTa MOJEKyJIspHbIX Macc mpumeHsuin DNA Ladder
Mix u 100 bp DNA Iladder Plus (“Fermentas”, JlutBa). IlomydeHHble pe3yabTaThl
dorogokymeHnTupoBaiu ¢ ucnoib3oanueM cucreMbl GELdocGO (Bio-Rad, CIIIA).

KnoHupoBaHue  MOJHOpasMEpHBIX  KOJUPYIOIIMX  [OCTeNOBaTelIbHOCTEH  TeHa
OCYIIECTBIISUTH corfiacHo Mertonuke Habopa Evrogen Quick-TA kit (Poccus). JlurupoBanue c
BekTopoM mipoBoauiu B 10 pl peaknmonnoit cmecu: 1 pl Bektopa (pDrive Cloning Vector (50
ng/ul)), 3 ul ounmennoro TP mpoxykra, 5 ul Ligation Master Mix u 3 MKJI OYUTIICHHOU BOJIBI.

Tpancopmanuio KOMIIETEHTHBIX KieTok mTamMa XLBlue 4 Mk nurasHoit cmecu
IPOBOJWIN CTaHIAPTHBIM MeToJoM. llomydeHHyto cmech pasHocwid o damkam [letpu co
cpenoit LBA copepxamert amnumwiive (100mkr/min), Xgal (40mr/mn) u IPTG (100mM).

AHanmu3 ¥ 0TOOp Ha HAJIMYKME BCTABKH MPOBOIMIA Ha OCHOBE METOJIa OEI0-TOTy0OU CENeKITNH.
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[TomyueHHble aMITUGUIIUPOBAHHBIE H KJIOHUPOBAaHHBICE (PpAarMEeHTHI CEKBEHUPOBAIH C
UCIIOJIb30BAaHNEM COOTBETCTBYIONIUX MpaiiMepoB (mpuioxenue, Tadn. I13) ¢ ucmonb3oBaHneM
Habopa Big-dye («Applied Biosystems») na ABI 310 cappilary DNA Analyzer (LKII
«bunounxenepus» OUILL ouorexnomorun PAH).

Jlnist oripeiesieHus OCIe0BAaTEIbHOCTH TEHOB YITIEBOIHOTO MeTabomu3Ma 1 OMoCHHTE3a
BTOPUYHBIX META0OJIUTOB, CEKBEHUPOBAHUS M OKCIPECCHOHHOTO aHAIM3a HCIOJIb30BAIUCH

pa3zpaboTaHHBIC HAMHU MpaiMepsl (TputoxeHue, Tadi. I13).

2.7. CTaTHCTHYECKUH aHATIN3.

AHanu3 1nocnea0BaTeNbHOCTEH M BBIPABHUBAHHUE 3TUX MOCIIEI0BATEIBHOCTEN TPOBOININ
B nporpamme MEGA 7.0 (https://www.megasoftware.net/). [Ins moucka paaukaibHBIX CAHTOB
IIOCJIEI0BATEIbHOCTEN AMUHOKHCIIOT HCIIOJIBb30BAIN PROVEAN
(https://www.jcvi.org/research/provean).  IlpenckasaHue  TpeTUYHBIX  CTPYKTYp  OCJKOB
MPOBOAMIN C HCHOJb30BaHueM mporpammbl Phyre2 (http://www.sbg.bio.ic.ac.uk/phyre2). [{ns
MOCIICI0BATEIPHOCTEH OCIIKOB OIpenessuid KoHcepBaTHBHBIC nToMeHbl 1 MOTHBEI (NCBI-CDD,
http://www.ncbi.nlm.nih.gov/Structure/cdd/wrpsb.cgi; MEME 5.5.7 (http://meme-
suite.org/tools/meme), monekymsipHbiii Bec (Mw) u uzosnexrpuueckyto Touky (pl) (ExPASy,
https://web.expasy.org/protparam/).

Jlanuble Ouoxumuyeckoro asnanusza u pesynbrarsl [II[P-PB oOpabarbiBasiice B
nporpamme GraphPad Prism v. 9 coBmecTHO ¢ ucnonb3oBanueM Excel. JlaHHbIe CpaBHUBAIUCH
Ha OCHOBE OAHO(MAKTOPHOIO JUCIEPCHOHHOIO aHaiu3a (MHOXECTBEHHBbIE CpaBHEHUS
KOPPEKTHPOBAJIMCh C ToMomplo Tecta boHdepponn); p<0,05 cumranoch ykazaHHeM Ha
CTaTUCTHYECKU 3HAUNMOE pasJIyue.

Perpeccuonnbiii aHanu3 (IOMCK KOPPESLMA MEXIy YPOBHEM OJKCIPECCHHM TIeHa U
coJiepKaHWeM MeTaboJIMTOB) MPOBOAWIM C Momolubto mporpammbl GraphPad Prism v. 7.02
(https://www.graphpad.com). Kpurepun Hanmuuus KoppeasMu: 3HaYeHHs Kod(puimeHTa
koppessiiuu [Tupcona (r)>0,5 u p-value<0,05.

dunoreHeTHYECKNE ACPEBhSI CTPOMIIH C WCIOJIB30BAHUEM TOCIIEIOBATEIBHOCTEH TCHOB,
k/IHK, amMuHOKHCIOT MeTomamMu MakcHMalbHOTO mpaBaomofodus (Maximum Likelihood) u
oowenunaenus coceneir (Neighborhood-Joining) B mporpamme MEGA 7.0 (Kumar, 2016).
Nunekcel Oyrerpena paccuuthiBai mo 1000 perukam. 3HadeHHs TPOIEHTa OyTcTpemna

(Bootstrap Percentage, nanee BP) menee 50 He paccMaTpuBaInCh.


https://www.megasoftware.net/
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I''TABA 3. PE3YJIBTATBI U OBCYKJIEHHUE.

3.1. AHa/IM3 TPAHCKPUNITOMHBIX M3MEHEHUI B KJIYOHAX KapTo(dessi mpu NJIUTEJIbHOM
BO3/1eiiCTBHH X0JI0J0BOT0 cTpecca.

Panee npoBoaunnch Mcciaen0BaHus BIUSHUS XOJI0A0BOIO CTpECCAa Ha SKCIPECCUIO TEHOB
B KIyOHAX KapTodens, HO MNpH 3TOM B TOJABJISAIONIEM OOJBIIMHCTBE JKCIEPUMEHTOB
JUTUTEIIBHOCTD BO3JICMCTBUS HU3KUX TeMIlepaTyp He mpeBbimana 1-3 mecsmeB. B ycinoBusx PO
kKapTodenb OOBIYHO XpaHUTCA B KapTodenexpaHwiIvimax npu Temieparype +3-5°C mo 6-8
MECSIIIEB, 4YTO OIpeaesseTcs] BpeMeHeM cOopa KIyOHeH (CEeHTSOph-OKTAOph) W TOCAIKUA B
clenymoomeM ce3oHe (ampenb-mail). OAHAaKo UCCIENOBAHMM  MOJIEKYJISIPHO-T€HETHUYECKHUX
W3MEHEHUH, KOTOPbIE MPOUCXOAT B KIYOHSIX MPHU TAKOM JIJTUTEILHOM XPaHEHUH, MPAKTUYECKU
HE MPOBOAWIOCH. [l03TOMY mMpeACTaBIAIOCh WHTEPECHBIM JaTh OLIEHKY (YHKIIMOHAIHHON
aKTUBHOCTH TEHOB B OTBET Ha BO3JCHCTBHE HAa KIyOHHM KapTodens IIUTEIHHOTO
HU3KOTEMIIEPATYPHOI'0 CTpecca, UMUTUPYIOILLEr0 XpaHeHHe B kaprodenexpanunuiie. LleneBsimu
MeTabONMMCTUYECKUMU TIYTSAMHU CTalld, MPEXKAE BCEro, YIJIEBOJHBIM, Tak Kak HMEHHO OH
oTpefieNisieT CUHTE3, CTAOMIBHOCTh M pachaj Kpaxmala, a Takke MyTH OMOCHHTE3a BTOPUYHBIX
MeTabONIUTOB - KapOTMHOWIOB M AHTOLIMAHOB, KaK OJIHM W3 OCHOBHBIX AHTHOKCHIAHTOB,
3a/1eiCTBOBAaHHBIX B CTPECCOBBIX OTBETAX.

Jiga ompeneneHHs T€HOB, W3MEHSIIOIIMX SKCIPECCUIO IPHU JJIUTEIBHOM XOJIO0J0BOM
cTpecce, OblI MPOBEAEH TPAHCKPUIIMOHHBIN aHanu3 kiyOHel kaprodens. s uccnenoBaHus
6611 BeIOpaH copt Jlean Kiap. B centsbpe 2023 roga O6butn coOpaHbl KIIyOHH OHOTO pacTeHHUs
OJIMHAKOBOTO pa3mepa (muamerpoM 55—-60 MM) U XpaHUIUCH B KIUMOKaMepe Mpu TeMIiepaType
+3°C B TemHote B TeueHue 3,5 (mexabpp) u 6,5 (MapT) mecsieB. B KoHIlE Kaxaoro mepuoja
XpaHeHMs KIyOHU HCHOJIb30BAJIUCh A 0TOOpa mpoO. B3sThlil 00Opasen mpexacraBisn coOoi
KyOudeckuii cpe3 (5xX5X5 MM) MSAKOTH, BKJItOYasi KOKHUILY, 0€3 IJ1a3KoBbIX Mmouek. J{ms kaxaon
BPEMEHHOM TOYKHM HCHOJIb30BAINCH JIBa OWOJIOTMYECKUX IOBTOpa (JIBa KIYOHSI C OJHOTO
pactenust). s OLIEHKM M3MEHEHMs SKCIIPECCHH I'€HOB NP JJIUTEIBHOM XOJIOJIOBOM CTpecce
ObuUIM TONyYeHbl OMOIMOTEKH M TPOBEIEHO CEKBEHHPOBAaHHE TPAHCKPUIITOMOB O0pa3loB,
OTOOpaHHBIX B TPEX BPEMEHHBIX Toukax: j0 momemieHus Ha +3°C (0 mec), yepes 3,5 mecsiieB
(3,5 mec) u 6,5 mecses (6,5 mec) xpanenus mipu +3°C (puc. 9).

[lectp momy4yeHHBIX OMOMMOTEK ObUM cekBeHWpoBaHbI Ha TuiaTdopme I[llumina HiSeq
2500. Ilocne ynaneHusi aganTepoB M IOCIENOBATEIBHOCTEM HU3KOIO KaydecTBa IapHbIE
NEepeKphIBAIONINECs TMPOYTeHUs ObTM 00benuHeHbl ¢ wucnonb3oBanneM FLASH v.1.2.11
(https://ccb.jhu.edu/software/FLASH/) u BBIpOBHEHBI ¢ aHHOTHPOBAHHBIMU T€HAMH B TE€HOME

kaprodens. Anamus3sl oboramenuss GO u KEGG mpoBoaunuck ¢ momornipo ShinyGO 0.82.
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[Tony4yeHHble W OT(HUIBTPOBAHHBIC NPOUYTEHHS XOPOIIETO KadecTBa ObUIM BBIPOBHEHBI C

reHOMOM Kaproderns (mepsuyHas OnonHpopmanronuas oopadorka nposoamiack MyGene Co).

XOITOAOBETH cTpecc

0 Mmec. 3,5 mec. 6,5 Mec.
ceHTA0pb nexalpb anpenn
+20°C +3°C +3°C

| |

Boeaenenne PHK |

l

| ceksenupoBanie TpanckpunroMa (Illumina HiSeq 2500) |

l

| AaHAIH3 TPAHCKPHITTOMHBIX JTaHHBIX |

Pucynox 9 — Cxema nony4eHus ¥ aHaIHM3a TPAHCKPUIITOMOB Ki1yOHel copra Jlequ Kimp mpu
BO3CHUCTBUM JUIUTEIIBHOTO X0JI0A0BOI0 CTpecca.

CekBenupoBanue mectu ounodmuorek naino 19 436 490 (0 mec), 21 677 357 (3,5 mec) u 17
269 387 (6,5 mMec) YHCTBIX MPOYTEHUH, YTO COCTaBIsAeT NpuOnmu3uTeabHo 4 ['b maHHBIX O
[OCJIEI0BATENBHOCTAX Ul KaXJI0W BPEMEHHON TOYKM M NpUOIU3UTENsHO B 4,7 pasa Oosblie
pa3mepa renoma kaptodesns (0,84 I'b).

Bcero 6wu1o uaentudunuponano 23 425 (0 mec), 22 601 (3,5 mec) u 22 576 (6,5 mec)
TeHOB, YTO CyMMapHO oxBarbiBaeT 24 957 u3 32 873 aHHOTUPOBAHHBIX TI'€HOB KapToders.
Pacnpenenenne sKCpecCUpOBaHHBIX M€HOB Ha TpeX CTaAMAX XpPaHEHHUs ObUIO CYMMHUPOBAHO C
nomouiblo nuarpamMmmbel Benna. 20 962 reHa TpaHCKpUOMpOBAIMCh Ha BCEX TPEX CTAIUSIX.
[TpumepHo 500—-600 reHoB ObUIM KOIKCIPECCHUPOBAHBI MEX]y NapaMy CTaaui, U HauOoJbIIee
KosingecTBO reHoB (1333 reHoB) TpaHCKPUOMPOBATIOCH HA CTaJIMU 10 BO3JECHUCTBUS XOJOJOBOTO
ctpecca (0 mec), (puc. 10). Cpean nHux 26,6%, 27,6% u 4,8% Bcex muddepeHuanbHO
sKcripeccupyembix TeHoB ([I217) mokasanu mo kpaiiHelr Mepe ABYKpaTHOE M3MEHEHHE B TOUYKaX
3,5 npotu 0 mec (2394/4242 noBbllieHHas/TOHWKEHHAs! TpaHCKpunus), 6,5 Mec mpotus 0 mec
(2684/4207) u 6,5 mec npotus 3,5 mec (722/470) coorBercTBeHHO (puc. 10). Panee npu ananmusze
BJIMSIHUS KpaTKoBpeMeHHOro (20 nHeil) xpaneHus kinyOHeil kapTodens copra Atlantic mpu +4°C
owu10 BeIsIBICHO 3055 DI, mpu sTom 1685 reHoB moBkImanu skcnpeccuto, 1370 — moHmkanu
(Lin et al., 2019). Cxoanble pe3ynbTaThl 0 COOTHOIIEHUIO TE€HOB C MOBBIIIEHHON/TIOHMKEHHOM
Tpanckpumnuueit (1851/1441) Obutn noka3ansl npu HHKyOanuu KiayoHelt copta Netherlands Ne 15

npu +4°C B Teuenue 15 aueii (Cui et al., 2025) .
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0,5 mec 3,5mec 3,5vs0,5UP 6,5vs 0,5 UP 3,5vs 0,5 down 6,5 vs 0,5 down
faal %% | 4 ez ' 75, g0 2 ey
20962 60 61
564 591 0 159 0 127
459 503 282
6,5 mec 6,5 vs 3,5UP 6,5 vs 3,5 down
Pucynox 10 — JIlmarpammbel BeHHa, oTpakaronige KOJUYECTBO OOIIMX M YHHKAJIbHBIX

muddepeHIMaTbHO IKCIIPECCUPYEMBIX TeHOB B KIyOHsAX kaprodens copta Jlenn Kmp B Tpex
aHAJIM3UPYEMBIX TOUKaX XOJIOJOBOrO CTpecca.

beimo obnapyxeHo, uro B oOpasmax 3,5 mec m 6,5 mec nporuB (0 MEC OCHOBHBIC
M3MEHEHUS B PETrYJISIINKU TeHOB U MeTaboIr3Ma BO BpeMsl XOJI0JJ0BOIO XPAHEHHUS BBIPAKAIOTCA B
aktuBauuu  JIOI', CBA3aHHBIX C  TPAHCKPUILMOHHBIM  amnmapaToM,  TpPaHCISLUEH,
MOCTTPAHCIIIIUOHHBIMU MOAU(DUKAIMAMEI, METAOOTMYECKUMH MYTAMH, & TAK)KE B MOHIKEHHON
perymsauuu 2T, cBA3aHHBIX ¢ (OTOCHMHTETUYECKHMMH MYTSIMU M BTOPUYHBIM META0OIU3MOM

(kapOoTHHOU/IBI, (PEHUIITPOTIAHOMIBI, TOPOUPUHEI | T. 1.) (Ta0. 1).

Tabmuna 1 — CpaBaurensHas renHast ontosorus (GO) pyHKIMOHATBHO aHHOTUPOBAaHHBIX J[OT°
TpeX Kpocc-KOMOMHALIUH.

GO:BP term KonunuecTBo reHoB mytu J3I" ¢ noBbIeHHON JOT" ¢ noHmxeHHoH
JKCIpeccuen JKCIIpeccuen
3,5vs0 6,5vs.0 | 6,5vs. | 35vs.0 | 6,5vs.0 | 6,5Vs.
3,5 3,5

G0:0006351 | transcription DNA-templated (2291) 214 185 0 303 301 91

GO0:0045893 | positive regulation of transcription DNA- | 42 35 0 0 0 16
templated (337)

G0:0010467 | gene expression (3934) 476 489 138 430 457 156

G0:0010468 | regulation of gene expression (2495) 239 212 0 328 336 108

GO0:0010629 | negative regulation of 25 22 0 0 28 14
gene expression (211)

G0:0006412 | translation (686) 128 180 61 0 0 0

Cell cycle, differentiation

G0:0007049 | cell cycle (447) 59 51 0 0 0 0

G0:0030154 | cell differentiation (206) 22 22 0 26 25 0

Protein metabolism

G0:0019538 | protein metabolic process (4250) 479 553 183 553 560 129

G0:0008104 | protein localization (649) 87 107 0 0 0 0

GO:0006605 | protein targeting (174) 32 40 0 0 0 0

G0:0006457 | protein folding (262) 29 33 26 57 49 11

Carbohydrate metabolism

G0:1901135 | carbohydrate metabolic process (635) 80 86 23 84 80 0

G0:0005975 | carbohydrate metabolic process (1002) 79 91 35 12 0 29

Secondary metabolism

G0:1901360 | organic cyclic compound metabolic process | 542 530 143 545 546 185
(4939)

G0:0009250 | glucan biosynthetic process (95) 11 0 0 17 16 5

G0:0019222 | regulation of metabolic process (3029) 312 285 0 385 397 122

G0:0016116 | carotenoid metabolic process (30) 0 5 7 9 0 0

G0:0009813 | flavonoid biosynthetic process (21) 0 0 0 5 0 0

G0:0009698 | phenylpropanoid metabolic process (281) 0 0 0 41 33 0

Phytohormones metabolism and signaling

G0:0009755 | hormone-mediated signaling pathway (499) [ 63 | 57 [0 [ 82 [89 |28




G0:0009725 | response to hormone (841) 94 88 33 123 123 35
G0:0009873 | ethylene-activated signaling pathway (95) 12 0 0 14 13 6
G0:0009723 | response to ethylene (120) 14 0 0 18 17 7
G0:0009736 | cytokinin-activated signaling pathway (60) | 9 0 0 10 14 0
G0:0009735 | response to cytokinin (87) 11 0 8 19 20 8
G0:0009734 | auxin-activated signaling pathway (110) 23 23 0 15 19 8
G0:0009733 | response to auxin (291) 27 0 0 0 33 10
G0:0009738 | ABA-activated signaling pathway (91) 11 11 0 20 19 0
G0:0009737 | response to abscisic acid (183) 32 29 18 34 29 0
G0:0009742 | brassinosteroid signaling pathway (36) 0 0 0 9 8 0
G0:0009741 | response to brassinosteroid (41) 0 0 0 11 10 0
G0:0009696 | salicylic acid metabolic process (57) 0 0 0 11 9 0
G0:0009863 | salicylic acid signaling pathway (23) 0 0 0 8 8 0
G0:0009751 | response to salicylic acid (46) 0 0 0 12 10 0
G0:2000022 | regulation of jasmonic acid mediated 0 0 0 8 9 2
signaling pathway (22)

G0:0009753 | response to jasmonic acid (89) 0 0 0 14 15 0
Stress response

G0:0034440 | lipid oxidation (59) 12 13 0 0 0 0
G0:0030258 | lipid modification (92) 15 17 6 13 0 0
(G0:0008610 | lipid biosynthetic process (558) 54 61 24 0 0 0
G0:0006629 | lipid metabolic process (1253) 103 124 50 166 150 0
G0:0033554 | cellular response to stress (664) 108 95 0 78 74 18
GO:0006970 | response to osmotic stress (162) 26 27 21 36 28 0
G0:0006950 | response to stress (3189) 239 0 0 461 439 0
G0:0009409 | response to cold (97) 15 15 12 14 0 0
G0:0009266 | response to temperature stimulus (207) 28 25 29 45 36 8
G0:0009414 | response to water deprivation (94) 14 12 15 20 17 6
GO:0006979 | response to oxidative stress (274) 0 28 23 57 42 0

OO6HapyKeHHbIE U3MEHEHMSI B SKCIIPECCUN ObLIN KOJIMUYECTBEHHO CXOKHU JuId map 3,5 mec
npotuB 0 Mec u 6,5 mec potuB 0 Mec, HO B TO K€ BpeMsl ObUIM BBIIIE, YeM s map 6,5 mec
npoTuB 3,5 Mec, YTO MOXET CBHUJETEIbCTBOBAaTbH O TOM, 4YTO Haumbojee CyIIeCTBEHHbIE
U3MEHEHHs TPAHCKPUIILMOHHOW AKTUBHOCTH IPOUCXOAAT B KIYOHSX B MEpPHOA MEpBBIX 3,5
MECSIIEB X0JIOJ0BOI0 XpaHEHUSI.

bouto mokaszaHo, uTO Hambosee pacnpoCTpaHEHHbIE MPOIECCHl BO BPEMsI XOJIOJIOBOTO
xpaHeHus Kkiyoned (3,5/6,5 mec mpotuB 0 Mmec) ObLIM CBSI3aHBI ¢ META0OIM3MOM OENKOB U
yrieBoAoB. Takxke, MpUHMMAas BO BHUMAaHUE HU3KOTEMIIEPATypHOE XpaHEHUE KIyOHel, OblLa
3aTPOHYT JIMNUAHBIA MeTa0oMn3M, a TakkKe ObLIM O0OralieHbl KaTeropuu, CBSI3aHHBIE C
peakuuen Ha CTpecc, BKIIIOYasl «PEeaKklnio Ha XOJO0I» U «PEaKIMI0 Ha TeMIIepaTypHbIH CTUMYID)
(tabn. 1). [TomyyeHHbIE JaHHbBIE IO OCHOBHBIM KaTETOPHSM T'€HOB, KOTOpPble U3MEHMJINCH MpPHU
JUINTEJIbHOM HM3KOTEMIEpaTypHOM XpaHEHHUHU KIIyOHeH, ObUIM CXOIHBI C pe3yiabTaTaMu paHee
IPOBEIEHHOI'O TPAHCKPUIIIMOHHOTO aHaln3a KiIyOHel kapTodens npu KpaTkoBpeMeHHOM (10 1
MecsI1a) X0JIOJJOBOM CTpecce, Te TakKe OCHOBHOM kateropueit [ Obliiu TeHbl yTiieBOIHOTO U
6enkoBoro metabonusmos (Lin., et al., 2019; Cui et al., 2025).

Tak kak maHHas aMccepraloHHas pabota Oblia cokycHMpoBaHAa Ha HM3MEHEHUU
AKTUBHOCTH TE€HOB YIJIEBOJHOIO, KAPOTUHOMJAHOTO M aHTOLIMAHOBOIO METa0OIM3Ma B KIYOHSX

KapTodens Mpu IITUTEIHFHOM XOJOJOBOM CTpecce, TO M3 moydeHHoro crucka DI Obum
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BBIOpPAHBI T'€HbI JAHHBIX METAa0ONUCTUYECKHX IyTeH, NMOKa3aBIIMX MaKCHMAJIbHbIE M3MEHEHHS
(oBBILIIEHUE U TOHM>KEHHE TPAHCKPHUIILIMK) B MpoIlecce XpaHeHus kiryoneit npu +3°C.

lI'envt yeneeoonoco memabonuzma. Kak 3TO cleoBajJo W3 JaHHBIX IPOBEIEHHOTO
TPAHCKPUIILIMOHHOTO aHaJIKN3a, a TaKXkKe JIMTEPATYPHBIX JTaHHBIX, XOJIOJOBBII CTpEcC 3aTparuBaet
AKTUBHOCTH T€HOB yrieBoaHoro oomena (Dharshini et al., 2016; Yang et al., 2020). Panee 6pu10
MOKa3aHO, YTO W3MEHEHHE OKCIPECCHH YIICBOIHBIX TI'E€HOB MPHUBOAMIO K XOJOJOBOMY
ocaxapuBanuto CIS 3a cuer pacmajga Kpaxmala M HaKOIUIGHHS PEIyLHUPYIOLIUX Caxapos
(McKenzie et al., 2005; Chen et al., 2012; Zhang et al., 2017). Taxke mokazaHo, 4TO pacra
KpaxMajia Tpu XOJIOZIOBOM CTpEecce MPOUCXOTUT B pe3yiabTare (ochHOpOTUTHUECKOW U
THJIPOJIMTUYECKON peakiuii U, Kak CYUTaeTCs, TpeOyeT COrflacOBaHHOTO JCHCTBUS HECKOJIBKUX
dbepMeHTOB, BKIIOYas Kpaxmandochopuiassl, aMuia3bl, HHBEPTA3bl, TTIMKAH-BOJHbIC JTUKUHA3HI
(Sowokinos, 2001; Chen et al., 2012; Zhang et al., 2014, 2017; Compart et al., 2023). Jlanubie
TPAHCKPUIITOMHOTO aHalIM3a KIyOHEW NpU HENPOIODKUTEIIEHOM XOJIOJOBOM CTpEcce TaKkKe
yKa3bIBaJIM HA ydacTue naHHoW rpynnsl reHoB (Lin., et al., 2019; Cui et al., 2025).

AHanu3 TpaHCKpUNTOMOB KiyOHel copta Jlemm Kidp B mpomecce XomomoBoit
uHKyOauuu BesiBUI 270 1017, cBA3aHHBIX C YTIIEBOAHBIM METa00IM3MOM, Tpu 3ToM Jyuist 37 JIOT
OBLIIO TTOKA3aHO U3MEHEHHE IKCIIPECCHH 0oJiee YeM B JBa pasa (puc. 11).

Panee 6pu10 mokazano, yto CIS xapakTepu3yercsi HAKOIUIGHHEM PACTBOPUMBIX Caxapos,
KOTOpO€ B OCHOBHOM pEryJIHpyeTcs COBMECTHBIM JCHCTBHEM TIpaHyJIspHO-CBI3aHHOU
kpaxmancuHTazel 1 (GBSSI1), OGera-amunaz (BAM), unrubutopoB wunBeptassl (INH) u
(GpYKTOKHMHA3, HANPABICHHBIX HA CTUMYILILHUIO PACHICIUICHUS IHCAXapUI0B M TOJUTIIIOKAHOB
(Lin et al.,, 2019). Yepe3z 3,5 Mecsua Xo0JI00BOM HHKyOauuu 1o cpaBHeHHIO ¢ 0 wmec
HaOmojanach  MoBbIIEHHass  skcopeccuss  BAMY7,  unruburtopa  ¢pykrosmmassl 1
(LOC102586828), dpykrokunassl (LOC102577816), a skcripeccuss BAM1 u BAM3 cHmkanacs;
skcrpeccus 1Byx reHoB GBSS-like u 1Byx reHOB pacTBOPUMBIX KPaxMAaJICHHTA3 MOBBIIIATACH,
HO Jumib B 1,3—1,6 paza. pyrue JIOI, cBsi3aHHBIE C TUIPOJIU30M JIUCAXAPHUIOB, ObUTA JTHOO
nozasieHbl (caxapo3odocharcuntaza SPS4, menouynas/HeiiTpanbHas uHBepTasa A, Oera-
dpyxTozunaza PAIN-1, unBepraza kinerouHoi crenkn CWINVI, Gera-ramakto3unassl 3 u 4,
anb(a-ranakro3uaasza), MO0 XapaKTepPH30BAIHMCH MOBBIIIEHUEM KCIPECCHH (CaXapo30CHHTA3a

SS16, menounasi/HeTpanbHas nHBepTaza D, Oeta-ramakTo3uaasa 16, ansa-ranakro3ugasza 3).
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I Group 1 Group
LOC102581557 Mo

LOC102601840 0.5 3.5
LOC102594291 65

LOC102604080
LOC102596766_2
LOC102584887
LOC102593844
LOC102577489
LOC102577510
LOC102577459
LOC102577674
LOC102603190

LOC102605764

Pucynok 11 — Temnnosasg kapra, oTpakaroollas H3MEHEHHUS YPOBHEH DJKCIIPECCMM TI'€HOB
YIIIEBOAHOTO OOMEHa B KIIYOHSX KapTo(desst MpH JITUTETHHOM XO0JIOI0BOM CTpECCE.

Emé neckonbko JIDI, cBsI3aHHBIX € pacIlleIUIEHUEM TOJUTIIIOKaHOB (BKJIIOYAs Kpaxma),
OBLTM TIOJIABIICHBI (IEBATH TITFOKaH-3HNIO0-1,3-B-D-rimoko3unas, o-rmroxkosunaser 11 u 40, o-
ammnasel, o-1,4-rmokandocdopunaza L-1) wim nmoswimensr (B-raroxo3umassl 18, 42 u 46,
dochormokandocharaza DSP4, nzopepment o-rmokanpochopunassl thna H). Yepes 6,5
MecslleB 10 CpaBHEHHIO ¢ 3,5 MecdlaMu cTpecca s3Kcmpeccus HekoTopbix JIOIT Obuia
3HaunTeapHO noBbimeHa (BAM1, PAIN-1, B-ramakrozuaasa 8, B-rimoko3unasza 11) uimu cHmKeHa
(kpaxmancuntaza LOC102577674, @pykroknHa3za, uWHTHOMTOp QpyKTo3umassl 1, a-
rimokaHdocdopunaza tuna H, a-1,4-rmoxandocopunaza L-1, caxapozocunrasa).

IToMrMO OCTaTOYHO OXHMJAEMbIX HM3MEHEHHH B HKCIPECCHMM TE€HOB o- U [J-aMuias,
WHBEpTa3, Kpaxmall- ¥ Caxapo30CHHTa3 M JPYI'HX WU3BECTHBIX I'€HOB YIJIEBOJHOTO OOMEHa, JJIs
psiaa reHoB/cemeiicTB reHoB S. tuberosum, takux kak reHsl TpaHciaokaTopoB cemeiictBa SWEET
(StSWEET10, 12, 15), rmokan 3um0-1,3-B-raroko3uaassl 8, 13, o- ramakrosumgaza 3 (AGAL3),
rajaktypono3wn  tpancdepaza 8  (GAUT8), ¢dpykroszo-1,6-6udocdaraza (FBPase),
dochormokanpocdaraza (DSP4) ObuI0 BIIepBBIC MMOKA3aHO y4acTHE B OTBETE Ha XOJIOIOBBHIN
cTpecc B KayOHsx (puc. 12).

Crnenyer OTMETUTb, YTO U HEKOTOPBIX 3TUX T€HOB, Hampumep, 11 renoB SWEETIO0,
12, 15 BooOmie Obla HEW3BECTHA MX (YHKLUS y PacT€HUH, a TPaHCKPUIITOMHBIA aHAIU3 HE
TOJABKO IIOKa3aJl HX BOBJIEUEHHOCTh B XOJOJOBBIA OTBET, HO M TO, uro rensl SWEET12 u

SWEET15 kaprodeins HHIYIUPYIOTCS XOJI0I0OBBIM CTPECCOM.
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I[JIH HCKOTOPLIX H3 JOTHX TI'CHOB MHOAHHBIC TPAHCKPHUIITOMHOI'O aHAJIMU3a ObLIH

noarsepxkaeHs! [IL[P-PB (puc. 12).

SWEET10 SWEET12 SWEET15
100 a 800 800 a

== —
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400 400

ol p I

[} 35 65 [] 35 65 [ 35 65

glucan endo-1,3-beta-glucosidase 8 glucan endo-1,3-beta-glucosidase 13 AGAL3

a a
- 20 60

3

0 35 65 ] 35 65 o 35 85

GAUTS FBPase DspP4

100

Has 1nll ia

M H 35 65 ] 35 65

Pucynok 12 — l3MeHEHHE JKCIPECCHU T'€HOB YIJIICBOJHOTO OOMEHA B KIYOHSIX B OTBET Ha
muTenbHbId xononoBsi ctpece (3°C). C — centsops (20°C), @ - suBapsb, 3,5 MecsleB cTpecca,
A- Mapr, 6,5 MecsneB crpecca (B KauecTBe pe)epeHCOB HUCIOIB30BAIUCh TeHbl Stsec3 u Stefl).
3HauKMMBbIE Pa3IMUKs SKCIPECCHH MEXKIy OpraHamu pacteHus npu & p<0,05.

Tenvt memabonusma xapomurouodos. VI3BECTHO, YTO KapOTHHOMIbI, KaK OJHU U3
OCHOBHBIX aHTHOKCHJIAHTOB PACTCHH, YYaCTBYIOT B 3aIIIUTE OT CTPECCOBBIX BO3JICHCTBUH, B TOM
quciIe W TpH XOJIOMOBOM crpecce. OmHaKko OONBIIMHCTBO HWCCIIEAOBAHUA TPOBOIMIOCH HA
JUCTHSIX W TJ0JaX. AHalW3 TPAHCKPUIITOMOB B TpPeX BpPEMEHHBIX Toukax BbissBui 14 JIOT,
CBSI3aHHBIX C CMHTE30M KapOTHHOHUJOB B IMHAMHUKE XOJIOJ0OBOT0 XpaHeHus. [t OonbImHCTBA
TeHOB OBLJIO MOKa3aHO 3HAYUTEILHOE YMEHbIIIEHUE TPAHCKPUIIIMOHHOW aKTMBHOCTH YXKe uepe3

3,5 mecseB xpanenus (puc. 13).

BN Group 1 Group
LOC102595971 I .‘3’_5
LOC102588663 65
LOC102582614  ©
LOC102589336 | -0.5
LOC102588520 I
LOC102605135
LOC102602280
LOC102582135
LOC102577783
LOC102600865
LOC102595155
LOC102596427
LOC102591274
LOC102599275

Pucynoxk 13 — TemnoBas kapTa, OTpa)kawolllas HW3MEHEHUsS YpPOBHEW OHKCIPECCUU TE€HOB
OMOCHHTE3a KapOTHHOMIOB B KIIyOHsX copTa Jlenu Kimp mpu nmuTensHOM X0JI0J0BOM CTpecce.
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Jlnst psga reHoB HaOJI0aoCh MOBBIIIEHUE TPAHCKPUIIMK dYepe3 6,5 MecsIeB crpecca,
kak, Hampumep, y rena LCYB (LOC102595971) c¢ Bwicokoil 3Kcmpeccueil B ceHTIOpe,
MOHW)KEHUEM TPaHCKpUIIIKUM B 7,9 pa3 depe3 3,5 MecsleB cTpecca U MOBBIIICHUEM B 2,8 pa3 B
KOHIIE cpoKa MHKyOaruu (puc. 13).

T'envt memabonuzma ¢rasonoudos. OIaBOHMOBI, BKIIOYAs aHTOIMAHBI, TaK K€ KaK U
KapOTHHOWABI, ABJIAKOTCA BTOPHYHBIMHU MeTaGOJII/ITaMI/I, ydacTByromue B aHTHCTpeCCOpHOﬁ
3alllUTE PACTUTENIBHBIX KJIETOK. AHaIW3 TPaHCKpUNTOMOB BbIIBWI 29 [IOI', CBA3aHHBIX C

cuHTe30M (puraBoHOUIOB (puc. 14).

BN Group 1 Group

LOC102591633 . 0
LOC102603163 05 35
LOC102578522 65
LOC102599449 -
LOC102578889 0
LOC102585197

LOC102582164

LOC102587107 -0.5
LOC102579822

LOC102582381 5
LOC102593569

LOC102603761

LOC102589991

LOC102590860

LOC102591217

LOC102602154

LOC102604504

LOC102601517

LOC102577717

LOC102584871

LOC102583606

LOC102577602

LOC102577598

LOC102577463

LOC102590543

LOC102604685

LOC102580754

LOC102599379

LOC102590301

Pucynok 14 — TemnnoBas kapra, OTpaxawollas H3MEHEHHUS YPOBHEH DOKCIIPECCMM TI'€HOB

OuocuHTE3a (bJ'IaBOHOI/II[OB B KJ'IY6H$IX I(apTO(I)eJ'IH IIpU AJIUTCIIBHOM XOJIOJOBOM CTPECCEC.

[To mpodwmitto M3MeHeHHH YKCIPECCHH ATH TEHbI MOKHO BBIJICIUTH B JIBE TPYIIIBL: OJTHA
(B OCHOBHOM 3TO TeHBbI Hadana (pIaBOHOWIHOTO IyTH) BKJIIOYaeT 14 TEHOB, UIS KOTOPBIX
XapaKTEpHO PE3KOE YMEHBIIEHUE YPOBHEH TPaHCKPUIILIMU YyXe depe3 3,5 Mecsana X0JI0A0BOTO
cTpecca, KOTOpoe coxpaHsiercs A0 6,5 mecsues, Apyras BKiIro4aeT 11 reHoB, B TOM 4HCI€ T€HbI
OMOCHHTEe3a aHTOLMAHOB, I KOTOPBIX TIOKAa3aHO YBEIMUYEHHE dKCIIPECCUH depe3 3,5 mec u/mimm
6,5 mec ctpecca (puc. 14).

TakuMm 006pa3oM, TPaHCKPUIIIMOHHBIM aHAJINU3 MMO3BOJIMII OMPEEIUTh OCHOBHBIE TPYIIIIbI
TeHOB, KOTOPbIE H3MEHSIOT JKCIPECCHI0 B KIYOHAX KapTodens B OTBET Ha JUIUTEIBHOE
XO0JIOZIOBOE BO3JIEHCTBHE. DTO B CBOIO OYepe/lb MO3BOJIMIO ONpPENeNUTh HAOOp 1LIENEeBbIX T€HOB
OMoCHHTE3a YIJIEBOJOB W BTOPUYHBIX METAaOOJMTOB JUIsl JAajibHeimiero OoJsiee JETalbHOTO
UCCIICIOBAaHUST Ha copTax Kaprodens, pasaudaronmmxcs 1o Mopho-pu3nonornyeckum

IIpU3HAKaM.
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3.2. HU3MeHeHHMe coAep:KaHMS YIJeBOAOB (Kpaxmaja, pelyUMpYIOIIMX €axapoB) W
AUHAMMKH IKCIPECCHH FeHOB YIJIEBOJHOI0 00MeHa B KJIYOHSIX COPTOB KapTodesisi npu
AJIMTEJBHOM X0J10J0BOM XPaHEeHHUH.
[IpoBeneHHBIN TPAHCKPUIILIMOHHBINA aHAINU3 MO3BOJIWII ONPEIEIUTh U PAaH)KUPOBATh TEHBI,
QG depeHInaIbHO IKCIPECCUPYIOMMXCS B KIIyOHAX kapTodens copra Jlequ Kisp B mpouecce
JUTUTEeNTbHOTO XpaHeHus kiyOHed nmpu +3°C. OmHako NMpeAcTaBIsIOCh BaXKHBIM OMPEICIIUTh,
HACKOJIbKO BBISIBJICHHBIE 3aKOHOMEpPHOCTH SIBIISIIOTCA OOLIUMMHU JJIsl  pa3lIMYHBIX COPTOB
kapTodens. s 3TOro aHaIOTHMYHBIM 3KCIEPUMEHT C UITUTEIbHBIM XOJIOJOBBIM BO3/IEHCTBUEM,
UMHUTHPYIOIIMM YCJIOBUS XpaHeHHs B KapTodenexpaHwmuie npu +3°C, ObUT NMpOBEACH C
UCIIONIb30BaHNEM KiyOHel msatu coptoB Kaprtodenss bapun, KpacaBumk, Ytpo, CeBepHoe
cusinue, Hagexxna, pa3nuyaroniuxcs Mo CpoKaM CIEeIOCTH/XO0JI0J0YCTOWYMBOCTH, COACPKAHHUIO

Kpaxmala B KIYOHSX, COEP>KaHUI0 KApOTUHOUIOB U aHTOIMaHOB (puc. 15).

XOJIOJIOBBIH CTpece

cenTabpe ¢despans anpens
+20°C +3°C +3°C

eeF ¢€66& e6¢
Fads &€ & ¢

: | @@~
OHOXHMHYEeCKHIT aHaII3 R
) Kpacasuuk
l l J !
~—_—
@0
\\

l : CesBepHoe

[ i o ] cuaHune

IKCMPECCHOHNBIN anaTH3

Pucynox 15 — KityOnu xaprodens aHanu3upyeMbIX COPTOB U CXe€Ma MPOBEJCHUS HKCIIEPUMEHTA.

BapuH

P i

H
l seiaenenne PHK/x/IHK SRsTE

JIns ompeneneHuss TUHAMHKH W3MEHEHUs Kpaxmaja W pPEAYHHPYIOIIUX CaxapoB IpH
JUINTEJIbHOM XOJIOZIOBOM CTpecce MpoBe/leH OMOXMMHUYECKMH aHaiau3 KIyOHeH MHSATH COpPTOB
S. tuberosum. IIpo6sI a1st aHanu3a oToupanu 10 3aknaaku Ha +3°C B centsope (0 mec) u mocie
3aKJIaJKM Ha XoJiofoBoe XpaHenume (empane (4 mec) u ampene (7 mec). KomnuectBeHHOe
olpesieieHne KpaxMasa B KIIyOHAX MpPOBOJIWIN ¢ momolnbio Habopa Enzytec™ Liquid Starch,
peayLUpYIONMX caxapoB ¢ momollbio Habopa Enzytec™ Liquid D-Glucose/DFructose. Kak u
OKUIaJIOCh, B TIPOIIECCE XOJIOJOBOTO XPaHEHHsS B KIIYOHSX BCEX MSATH aHATH3HPYEMBIX COPTOB
IIPOMCXOTUT YMEHBIICHNE COJACPKaHUS Kpaxmajia W HaONIoIaeTcs 3HAYUTEIbHOE YBEIMYCHUE
KOJIMYECTBA IJIIOKO3bI UM (PpyKTO3bl B (eBpaje M ampeie MO OTHOUIEHHIO K ceHTs0pro. B

cpaBHEHHH C (eBpajieM, B ampene B KIyOHsSX copToB YTpo u Hanexna mpojoimkaercst pocT
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COJIepKaHUsl PEAYLHPYIOIIMX caxapoB, B TO BpeMs kKak y coptoB bapun u CeBepHoe cusHue
J0CTaTOuHO pe3ko mamaer (puc. 16). Ilpu atom B derpane (4 mecsma crpecca) KIyOHU copTa
bapuH oT/iIMUal0TCs caMbIM BBICOKHM cojiepkaHueM (PYKTO3bI M TTH0K03bI — B 1,5-3 u 1,5-4 pa3za
BBIIIIE, YEM Yy OCTaJbHBIX copToB. Camble HHU3KHME TOKa3aTeslu — B KiIyOHsx copra Hagexna. B
anpene (7 MecsleB cTpecca) CyHIECTBEHHBIX MEKCOPTOBBIX PAa3UYMii OTMEUYEHO HE ObLIO, 3a
UCKJTIOUYCHHEM TOHMKEHHOTO (B CPaBHEHMHM C JPYTMMH COPTaMHU) COZIEpIKAaHUS TIJIOKO3BI B

KIyOHsiX copta CeBepHOE CUSHUE.
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Pucynox 16 — CoxepkaHue Kpaxmajga M PeIylHUPYIONIMX CaxapoB (MI/T CBeXeW TKaHH) B
KITYOHSIX KapTOQes MSTH COPTOB B IMHAMHKE JUTUTEIIEHOTO X0JIO0BOTO XPaHECHUSI.

OTH pe3ynbTaThl NOATBEPAMIN paHee IMOIyYeHHBIE AaHHBIE O TOM, YTO B IIEJIOM B
KIYOHSIX KapTogens K KOHITY BBIXOJa M3 Iepro/ia TOKOSI IPOMCXOUT Pactiaj] YacTH Kpaxmala ¢
00pa30BaHUEM TJIIOKO3bl, HEOOXOIUMOM Ul CTUMYIMpoBaHMs pocta noberos (Benkeblia et al.,
2008). Ilpu >TOM mpH BO3JAEHCTBUU MOHMKEHHBIX TEMIIEpaTyp HMPOMCXOJUT Oojiee aKTUBHBIN
pacmax Kpaxmaja, YTO CONPOBOXKAAETCS

SHAYUTCJIBbHBIM  YBCIMYCHUCM  COJACPIKAHUA

peAYLUPYIOLINX CaXapoB.

Takum o00pazoMm, Npu HUZKOTEMIIEPATYpHOM XpaHEHHUM C CEHTAOps 1O ampeib
coJiepKaHHe Kpaxmaia CHHXKAeTCs B Pa3HOMl cTermeHW B KIyOHsSX Bcex copToB. [[ns coproB
KpacaBuuk, bapun n CeBepHoe cUsHHE XapaKTEpHO IMOBBIIIEHUE COJAEPKAHUS PETyLUPYIOINX
caxapoB C CeHTAOps Mo (eBpaib, TOr/1a Kak B alpelie uX coJepKaHue He MEHSIETCS B CPaBHEHUU

¢ pespanem (KpacaBuuk) unu 3HauntenbHo cHikaetcs (bapun, CeBepHoe CUSHUE).

3.3. OnpenesieHue NATTEPHOB IKCIPECCUN T€HOB YIJIEBOJIHOr0 00MeHa B KJIYOHSIX NATH
COPTOB KapTo(eJsisi MPH JUTUTEJTHLHOM X0JI0I0BOM XPaHEHHUH.

Bri6op renoB st aHanms3a ObUT C(HOKYCHpPOBAaH Ha TeHAX YIJIEBOJHOTO OOMEHa M
OCHOBBIBAJIC KaK Ha JaHHBIX MPOBEJACHHOTO TPAHCKPUIITOMHOTO aHalnW3a, TaKk H Ha
JUTEepaTypHBIX JaHHBIX. bbIIO BBIOpaHO aAeBsITh TeHOB — StGBSS, StSUS4, StAGPasesS,
PAIN-1(StVinv), StGWD, StAmy23, StBAM1, StBAM9, StAl, s KOTOphIX paHee ObLIa MMOKa3aHa

CBSI3b C XOJIOJIOBBIM CTPECCOM M/MiK ycToiunBocThio K CIS.
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JUist TpaHCKPUITIIMOHHOTO aHANIM3a U3 KIyOHe! KapTogens BHIOPaHHBIX COPTOB B KaXKAOH
U3 aHATU3UPYEMBIX TOYEK (CEHTSAOpPh - 10 XOJIOJ0BOTO cTpecca, (heBpanb u amnpens npu +3°C)
oba BeimeneHa PHK, wu cunTesmpoBannas kJIHK Oplma wcmonp3oBaHa IS aHAIM3a
TPAHCKPUIIIIMKA ¥ UCTIOJIb30BaHa /it ipoBenenusi PB-TILIP ¢ paspaboTanHbiME TipaiiMepaMu AJis
Ka)KJ0T0 U3 TeHOB (mpuiioxkeHue, tadi. I13).

AHanu3 TPaHCKPHIIIUY TEHOB Y MATH COPTOB KapTodens moka3al CXOJCTBO MATTEPHOB
AKCTIPECCHH ISl TEHOB caxopo3ocuHTasbl StSUS4, rnmkaH-BogHOW nukuHa3zbel SIGWD amwmias
StAmy23, StBAM1, StBAM9 wu unruburopa amuna3z StAl. Y Bcex copToB HabIr0OmaIHCh
3HAYUTEIbHbIC HM3MEHEHHUS ypOBHEH »sKcmpeccuu (moBbimeHus B ciydae StSUS4, StGWD,
StAmy23, nonwmwxenue B ciuydae StBAML, StBAM9, StAl) B knyOHsx mociie 7 MecsieB
XOJIOZIOBOTO CTpecca, B CPaBHEHHH C CEHTAOpbCcKUM 10 3akimaakd Ha +3°C (puc. 17). U
naTTepHBI SKCIIPECCHH COBIAAAIH C JaHHBIMU aHalIM3a TpaHckpunroma coprta Jlenu Kmap.
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Pucynox 17 — M3MeHeHHe KCIIPecCUU T€HOB YIJIEBOJHOIO OOMEHA IATH COPTOB KapTodens B
OTBET Ha JIUTENbHBIN X0soa0BbIi cTpecc (+3°C). C — centsa6ps (+20°C), ® — ¢depans, 4
Mecsla cTpecca, A — ampenb, 7 MecsleB cTpecca (B KauecTBe pedepeHCOB HCIOJIb30BAINCH
renbl Stsec3 u Stefl).

B cnyusae renoB StGBSS, StAGPaseS, PAIN-1 nabmiogamuch coprocrenugpuyHbie

MaTTCPHBI, MPUYCM MJI1 HCKOTOPBIX COPTOB OHU ObLIH MIPOTUBOIIOJIOKHBI (HaHpI/IMep, copTa
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Bapun u Hanexxna rensr StGBSS u PAIN-1) (puc. 17). Takas e cnenuu4HOCTh OTBETA T'€HA
PAIN-1 Ha cTpeccoBoe Bo3nelicTBrE ObUIa TTOKa3aHa paHee U IS APYTUX COPTOB KapTodes mpu
15- u 90-nueBHoi uakyOanuu npu +3°C (Eroposa u ap., 2023). Taxke pa3auuus B MmaTTepHax
AKCIPECCHH B YCIOBHUSX XOJOJOBOTO CTpecca B KIIYOHSX pa3jMYHBIX COPTOB KapTodens Obuin
BBISIBJICHBI [IPH aHAJIM3E pAJa APYrHUX reHoB yrieBogHoro oomena (Oufir et al., 2008). 13 storo
CIIETyeT, YTO pa3jfuus MATTepPHA SKCIPECCHUHU JAHHBIX I'€HOB B KIYOHSX Pa3JIMYHBIX COPTOB
KapToQeliss MOTYT CBUCTEIBCTBOBATh O TEHOTUII-3aBUCHMOM PEryJISIIUU OTBETA HA JUITUTEIbHBINA
XOJIOZIOBBIH CTpeccC.

Panee Obu10 mokazano, uto StBAMI u StBAMOY BHOCAT pa3HbIil BKJIAJ B XOJOJIOBOE
ocaxapuBanue KiyOHeil. StBAMI nokanusyercss B CTpOME aMWIOIUIACTa W THAPOJIHU3YET
pacTtBopuMbIi Kpaxmai, a StBAMY, He obnanas GepMEHTATHBHON aKTHBHOCTBIO, CBSI3BIBACTCS
KaK C MMOBEPXHOCTBIO KPaxMallbHOM TpaHyibl, Tak 1 ¢ StBAMI1 u oOpasyer OeIKOBBI KOMILIEKC
(Zhang et al., 2014b; Hou et al., 2017). Takke OBLIO MMOKa3aHO YBEIWYCHHE TPAHCKPHUIIIIHH
000MX TEHOB IMOCJIEC OJTHOTO MecsIa MHKyOanuu kiyoHei npu +4°C (Zhang et al., 2014a; Hou et
al., 2017). Ognako B mpolecce AIUTEIbHON XO0JI00BOM MHKYyOAauu Al 000MX TeHOB [3-amMuiias
StBAM1 u StBAM9 mnoka3aHo mnajieHHe TPAHCKPUIIIMOHHOW aKTUBHOCTH B KIYOHsX (puc. 17).
Tak, Tparckpurnuus StBAM1 3HaunTenbHO NaaeT K KOHITY XOJIOA0BOH MHKYOAIIMH B aripelie 1Mo
CPaBHCHHIO CO BpeMeHeM 3akianku Ha +3°C B ceHTs0pe, 4To Hanboyiee CHIIbHO BBIPAKEHHO Y
coproB YTpo u Hagexna. [Ipu sToM m3MeHeHuss Mexay 4 W 7 MecsillaMd HE 3HAYUTEIIbHBI:
YPOBEHb IKCIPECCUH T'€Ha JINOO0 0CTAeTCsl HEM3MEHHBIM, JIM00 HECKOJBbKO CHIKaeTcs (puc. 17).
YpoBenb 3kcnpeccuu StBAM9 takke 3HAUMTENBHO MajaeT K 4 MecsiaMm XOJ0J0BOTO CTpecca,
HO HE TaK 3HAYUTEIBHO, Kak B ciaydae StBAML1. B ampene mo cpaBHeHUIO ¢ ¢eBpaiieM
skcnpeccuss StBAM9 memuoro Bwipactaer (copt bapun), magaer (copt YT1po), 1160 mMOYTH HE
mensieTcs (copta Kpacasunk, CeBepHoe cusinue, Hanexna) (puc. 17).

HecoBnanenue mnonydyeHHBIX pe3yabTaTOB IO OJKCIPECCHU aHAIM3UPYEMBIX TEHOB
-amma3 B mporecce 4 7 MECSYHOTO XOJIOJIOBOTO XpaHEHUs KITyOHeH ¢ paHee MoydeHHBIMU
JAHHBIMU TIPU BO3JCHCTBHHM Ha KIIYOHH MOHIDKEHHBIX TEMIIEpATyp B TEUYCHHE OJHOTO MecsIa
MOKHO OOBSICHUTH TE€M, YTO, BEPOATHO, B CIy4yae XpaHEHWs KIyOHEW, HaXOMsIIUXCS B
cocTossHUU (hu3MonIorudeckoro mokos, 30 gHEH MOXKHO paccMaTpUBaTh KaK KPaTKOBPEMEHHOE
BO3/ICCTBUE HMU3KHX TEMIIEPATyp, B MPOIECCE KOTOPOTO KIIYOHW HAKAIUTUBAIOT JIOCTATOYHOE
JUIE  YCTOMYMBOCTH K XOJIOAY KOJMYECTBO PEAYIHPYIONIMX C€aXxapoB, IIOCIE Yero
YCTaHABIIMBAETCSl PAaBHOBECHE MEXKAY COJCp)KaHUEM KpaxMmaya/caxapoB H aKTUBHOCTBIO
JIEerpaupyrmux kpaxman (epmeHToB. Takke HEOOXOAMMO YUUTHIBATH aKTUBHOE y4acTHE B
Jierpajaliiy 3amacaeMoro Kpaxmania o-ammias (rugponus) (Zhang et al., 2014a) u nmacTuaHOM

kpaxmai ¢ochopunassl (pochoponus) (Slugina et al., 2020).
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Oco06sr1it naTepec npenactasisn Takoke red PAIN-1, tak kak [uist KogupyeMoro UM Oeika
BAKYOJISIpHOW Kuciod wuHBepTazbl VINV paHee mnpeamosiaragach TeCHas CBS3b MEXKAY
AKTHUBHOCTBIO M HAKOILJIEHUEM BOCCTAHABIIMBAIOLIMX CaXapoOB BO BpPEMs XOJOJOBOTO XpaHEHUS
(Zrenner et al., 1996; Matsuura-Endo et al., 2004). Kpome Toro, MCXOJHO HaMH TaKKe
IPEIoIaragoch, 4YTo SKCIpeccus TeHa OyneT yBeIMYUBaThCS [0 MEpE XOJIO0J0BOM MHKYOaluu
KIyOHEH aHaMM3UPYEMBIX COPTOB, TaK KaK CYUTAIOCh, 4T0 UMeHHO VINV MoxeT ObITh
KIIFOYEBBIM (DEpMEHTOM, KOHTPOJMPYIOIIMM pachaji caxapo3bl MpH TUAPOIIM3E Kpaxmallia BO
Bpems CIS. B ciywae copra Jlenu Kidp TpaHckpunTOMHBIE JaHHBIE 3TOMY COOTBETCTBOBAJIH, U
OBLIIO JAETEKTHMPOBAHO 3HauuTeNbHOE MoBblieHUEe 3kcrnpeccuu PAIN-1 mo mepe yBennueHus
BPEMEHHU XOJIOOBOrO cTpecca. OpHako aHanu3 KIyOHEH JApPYrHMX ISITH COPTOB IMOKazal
paznuunble marrepHsl (puc. 17). Ilpu atom s copra KpacaBumk mpu kpaiiHe HU3KOM 001eM
YPOBHE TPAHCKPUIIIIUH BO BCEX TPEX BPEMEHHBIX TOUKAX HAOIIOAAETCS yBEIUYEHUE SKCIIPECCHH,
Kak B TpaHckpunTome y coprta Jlenn Kisp; y copra bapuH npu 10CTaTOYHO PE3KOM YCUIIEHUU
TpaHckpurud B (eBpae (uepe3 4 Mecsna cTpecca) HAOIOMASTCs MMAJeHUE K KOHILY
XOJIOJIOBOTO XpaHEHHs, HO BCE PaBHO ypOBEHb TPAHCKpHUIILIMU B ampene (7 Mec) BbIlIE, YeM B
centsiope (0 mec). Y ocTambHBIX TpeX COPTOB B ILI€JIOM HaOJIOJaeTcsi MajeHHue YpOBHEH
TPAHCKPUIILIMKM K KOHILYy XOJIOJOBOI'O BO3JEHCTBUS B CPaBHEHUHM C JIOCTPECCOBBIM YPOBHEM
(puc. 17). Ot naHHBIE, TIOMUMO 3aBHUCUMOM OT reHotuna skcrpeccun reda PAIN-1, moryr
MOJJIEPKUBATH MIPEANOJI0KEHHE O TOM, YTO KIIFOUEBBIMU UIPOKAMM B paclaje Kpaxmanaa MOTr'yT
ObITh MHBIE (EPMEHTHI, Takue Kak caxopo3ocuHTaza SUS4, nuTo3o0ibHas HEHTpajabHas WU
arnorutactHas kuciast uaBeptasbl (Nguyen-Quo et al., 2001; Koch, 2004; Eroposa u np., 2023).

[IpencTaBisyioch UHTEPECHBIM OIPENEIUTh HAJIMYHE BO3MOXKHBIX KOPPEISIHUI MEXITy
YPOBHSIMU 3KCIPECCUU aHAIM3UPYEMbIX I'€HOB M KOJMYECTBOM Kpaxmaja M MOHOCaxapoB B
KIYyOHSIX B TIpoLeCCe IUTEIBHOIO XOJOAOBOro cTpecca. PerpeccHoHHbIN aHamu3 (MOUCK
KOppeNsUY MEXAY YPOBHEM SKCIPECCHM T€Ha U COJCpXKAHWEM YIJIEBOAOB) MPOBOJMIN B

nporpamme GraphPad Prism v. 7.02 (https://www.graphpad.com). Kputepuun Hanugus

KOPpEJSALUK ONpee/sUId M0 3HaueHHIo Kodpduuuenta koppensuuu [lupcona (r)>0,5 wu
p-value<0,05 (ta6mn. 2). [IpoBeneHHBIIT aHATN3 TIOKa3al HATWYHE TOCTOBEPHBIX KOPPEISLUMA IS
gyetbipex reHoB StGWD, StAmy23, StBAM1, StBAM9, StAl (tabn. 2). dnsa renoB StAmy23 u StAl
ObUTa TIOKa3aHa KOPPEIIUs ISl BCeX YrieBOMOB. [Ipw 3TOM JOCTaTOYHO JIOTHYHO JUIS TeHA
a-amuiaa3el  StAmy23  HaOmromanach otpumarenbHas koppensius  (p=0,0016, r=-0,55) c
COZIep’)KaHMEM KpaxMaiia, a JJIsl TIIIOKO3bl U (PpyKTO3bl — monoxurensHas (p<0,0001, r=0,677).
[Tpu sToM 1751 reHa uHruOuTOpa amuias StAl Habmoganacs oOpaTtHas KapTHHA: OTpULATEIbHAS
koppemsust  (p=0,0001, r=-0,64) ¢ comepkaHHEM TIIFOKO3bI M (DPYKTO3bI, MOJOKHTEIbHAS

(p=0,0003, r=0,62) ¢ comepskaHueM Kpaxmaa.
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Tabmuua 2 — KoppensaunoHHbIN aHaau3 3aBUCUMOCTH COAEP)KaHUS KpaxMasa U peayLHpyIOLIX
caxapoB OT YPOBHEH SKCIPECCUU ICHOB YIIIEBOAHOTO 0OMEHA B KIIyOHSIX COPTOB KapTodes IpH
JUIMTETILHOM XO0JIOJIOBOM CTPECCE.

GBSS AGPaseS | PAIN | SUS4 | GWD StAl AMY23 BAM1 | BAM9

R 0,089 0,044 | 0,243 | 0,238 0,377 0,38 0,303 0,307 0,118
Kpaxman | r 0,3 -0,21 0,49 | -0,48 -0,61 0,62 -0,55 0,55 0,34
p-value 0,11 0,265 | 0,005 | 0,006 | 0,0003 | 0,0003 0,0016 | 0,0015 0,06
GBSS AGPaseS | PAIN | SUS4 | GWD StAl AMY23 BAM1 | BAM9
R’ 0,082 0,43 0,11 | 0,224 0,128 0,408 0,475 0,192 0,29
FNOKO3a | r -0,29 0,66 -0,33 0,47 0,36 -0,64 0,69 -0,44 -0,54

p-value 0,124 | <0,0001 | 0,075 | 0,008 0,05 | 0,0001 | <0,0001 0,015 | 0,0021

GBSS AGPaseS | PAIN | SUS4 | GWD StAl AMY23 BAM1 | BAM9

0,123 0,345 | 0,088 | 0,268 0,251 0,446 0,46 0,22 0,362

¢pykTO3a | r -0,35 0,59 | -0,296 0,52 0,5 -0,67 0,68 -0,47 -0,60

p-value 0,057 0,0006 | 0,112 | 0,003 0,005 | 0,0001 | <0,0001 0,009 | 0,0004

Jiis TeHa ravkaH-BoaHOM qukuHA3bl StIGWD, Tak ke Kak U o-aMIIa3bl, BOBJICYCHHOTO B
JIEerpajlalliio  KpaXMajbHBIX TpaHyJd, BBbISIBJIEHA CHUJIbHAs OTpULATENIbHAS  KOPPENsius
conepxkanueM kpaxmana (p= 0,0003, r=-0,61) u nonoxurensHas — ¢ couepkaHueM (PppyKTo3bl
(p=0,005, r=0,5). MuTepecHa TaKke BbIABICHHAS KOPPEIAIMS TEHOB [P-aMuiia3: SKCIPECCHUs
StBAM9 orpumarensHO KOppemupoBalia ¢ coaepikaHneM MoHocaxapoB (Timokosza — p=0,0021,
r=-0,54; ¢pykxroza — p=0,0004, r=-0,602). Ins StBAM1 BbisiBieHa MOIOKUTEIbHAS KOPPEIAIHSI
¢ conepkanuem kpaxmana (p=0,0015, r=0,554).

Takum oOpa3zoM, B YCIOBHUAX UIUTEIBHOW (4 W 7 MeCAIeB) XOJOJOBOM HMHKYyOaluu
(+3°C) B kIyOHSX TSATH COPTOB KapTOdels, pas3IHdyaroliuXxcs COJAepKaHWeM Kpaxmala, ObLTH
oTmpesieNieHbl MaTTePHBI IKCIPECCUU JIEBSITH T€HOB yrieBoaHoro obomena — StGBSS, StSUS4,
StAGPase, PAIN-1(StVinv), StGWD, StAmy23, StBAM1, StBAM9, StAl, cBs3aHHBIE C
MeTaboIM3MOM Kpaxmaia, JUIsi KOTOPBIX paHee ObLIa MOKa3aHa CBSI3b C XOJIOJOBBIM CTPECCOM
/v ycrorunBocthio Kk CIS. Jlng matu reno StGWD, StAmy23, StBAM1, StBAM9, StAl
MOKa3aHa Koppessus (MOJIOKHUTENbHAsS W OTpHUIaTeNlbHAsl) C HM3MEHEHHEM COJepKaHUs
Kpaxmalia 1 MOHOCaXxapoB IPU JUTUTEITHHOM XOJIO0J0BOM CTpEcCe.

JlaHHBIE TPAHCKPHITIIMOHHOTO aHAJM3a W JAaHHBIC aHAJIM3a JKCIPECCHHA TEHOB Y TISATH
COpPTOB KapTodessi O3B0 ONPEISTUTh, HA0Op TeHOB IS MajdbHEHIero 0oyiee AeTaTbHOTO
aHanu3a. BeIOOp T€HOB OCHOBBIBAJICS HA HMX BBISBICHHOW aKTUBHOW POJIM TPU JITUTEIHHOM
XOJIOJIOBOM CTpecce B KIYOHSX Kaprodelns, HO MPH 3TOM JOCTATOYHO MAIOU3YYECHHOM.
OcHOBBIBasACh Ha JaHHBIX TPAHCKPHUIITOMHOTO aHalu3a, As Oojiee NeTanbHOTO CTPYKTYPHO-
(GYKIIMOHATBFHOTO aHAIN3a, PeIIeHo ObUTO C(hOKYCHUPOBATHCS HA TeHAaX MHTHOWTOpa ammia3 StAl,

a-amua3el StAMy23 kak 3HAYMMBIX, HO MaJIOMCCIICIOBAHHBIX TeHAX YTIIIEBOAHOTO METa00IM3Ma,
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a TaKkKe OCHOBHBIX TeHaX OWOCHHTE3a KApOTHHOUIOB M aHTOIIMAHOB, TaK Kak U
MHOTOYMCIIEHHBIE JINTEPATYPHBIE TAHHBIE U JaHHbIE aHAIM3a TpaHcKpunToma copra Jlenu Kisp
MOKA3bIBAIOT  BOBJIEYEHHOCTh  OTUX  BTOPUYHBIX  METa0OIUTOB B (OpMHUPOBaHUE

XO0JIOIOYCTOWYMBOCTH PACTECHHIA, HO TP 3TOM OHU NMPAKTUYECKHU HE M3y4eHsbl y S. tuberosum.

3.4. CTpyKTypHO-QYHKIIHOHAJIbHAS XapaKTEPUCTHKA TreHa MHruouTOpa aMmJja3s
KJIyOHeoO0pa3ylolux BUA0B KapTodes.

W3BecTHO, 4YTO AaKTHUBHOCTh aMuJIa3 MOXKET KOHTPOJIUPOBATHCA CIEHU(PUUECCKUMU
Oenkamu mHrHOUTOpamMu amminasz Al (amylase inhibitor). Panee Oputa ommcana Tompko kJIHK
reHa MHruOMTOpa ammiassl y KiyoHeoOpasytomiero Buaa S. berthaultii SbAl u uccienoBana ero
pOJIb B OTHOIICHUH aMUIIa3bl B KIyOHsAX kapTodens (Zhang et al., 2014b). beuto mokazano, 4to
npu xpaHeHun mpu +3°C B Tedenne 30 nHel B KIyOHSAX KapTodens AETEKTHPOBAIOCH
yBenuuenue ypoBHed MPHK rena SbAI. Tarxke mexay komuuecTBoM TpaHckpunToB ShAI u
COJIEp’)KaHUEM TIIFOKO3bI M (PPYKTO3BI BBIABICHA OTpHUIATENIbHAs Koppemsius (Zhang et al.,
2014b; Cnyruna u gp., 2020). Kpome TOro, OCHOBaHHOE Ha MOCTTPAHCISIUOHHOM
B3aMMOJICHCTBUM HHTHOUpYyIoliee aerictBue SbAI ObLI0 MOKa3aHO HE TOJBKO IS O-aMHJIa3bl
StAmy23, vo u ans B-amunaz StBAM1 u StBAM9 (Zhang et al., 2014b). OT0 cBHIETETBCTBYET
0 BaXHOCTH SbAI B peryisinuu aerpajanuy Kpaxmaia B KIyOHSIX IPU XOJIOIOBOM CTpecce.

Opnako, HECMOTpPSl Ha MOKa3aHHYI0 3HAYUMOCTh MHTHOWTOpa ammia3 Al B perymauuu
YIJIEBOAHOTO OOMEHa, HUKAaKHUX HCCIIEJAOBAaHHI OPTOJIOroB JAHHOTO IeéHa y JpPYTruX BHUIOB
pacteHuii, BKiItouast BUIbI KapTodens win copra S. tuberosum, mpakTudyeckud He MPOBOAMUIOCH,
TaK e Kak He MPOBOJWIOCH JI€TAIbHOIO MCCIEA0BaHUs U3MEHEeHUs npoduis sxcnpeccuu Al B

Pa3JIMYHBIX OpraHax B CJIyda€ KPATKOBPECMCEHHOT'O U JOJITOBPEMCHHOI'O X0JIOAOBOTO CTpECCaA.

3.4.1. Unentuduxanus 1 XapakTepUCTHKA MOJTHOT€HOMHBIX MOCJIEA0BATEIbHOCTEH I'eHOB
romMoJ10roB Al u nX 6eJIKOBBIX N0CJIe0BATEIbHOCTEH Y TMKOPACTYIIMX BUAOB KapTOo(eJs.

Jns aHanmu3a reHoB-romosioroB Al Obumn B3sATHI 00pa3ubl 12 BuaoB KapToderns,
OTHOCSIUXCS K pa3iu4yHbiM cepusim cekiuu Petota (Hawkes, 1990; Hardigan et al., 2015)
(mpunoxxenue, tadn. I12). BonbmmHCTBO 00pa3iioB ObLIH MPEACTaBUTENIME cyriepcepun Rotata
Bugamu cepun Tuberosa (S. berthailtii, S. gourlay, S. tuberosum ssp. andigena, S. verrucosum,
S. vernei, S. kurtzianum, S. sucrense), a takxe cepuii Longipedicullata (S. stoloniferum),
Glabrescentia (S. chacoense), Demissa (S. demissum), Acaulia (S. acaule). Kpome Ttoro, B
aHaimu3 ObLT B3ST oOpaser; Buma S. jamesii, oTHocsmumiicss k cepun Pinnatisecta cymepcepuu
Stellata. Taxke oTOOpaHHBIE BHIBI OTIMYAIUCH IUIOMJHOCTBIO TEHOMA, 3HAYCHUSIMU

OamancoBoro umcna odHAocnepMa EBN W yCTOWYMBOCTBIO K  XOJOJOBOMY CTpeccy
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(https://potato.cgn.wur.nl/species.htm) (Rodriguez et al., 2010; Gavrilenko, 2011; Cai et al.,
2012; Machida-Hirano, 2015; T"aBpuienko, 2017; Huang et al., 2019).

[Tomumo BhIIETIEpeUNCIEHHBIX BUAOB U3 0a3zel NCBI Obut  3KCIIOPTHpPOBAHBI
[0CJIEI0BATEIBHOCTH  HEeKIyOHeoOpasyromero Buga S. etuberosum (GCA _029582245.1)
(cexuuu Petota, moacekuuu Estolonifera) u npencraBuresiei 3BOOIMOHHO MEHEE OTAAJICHHBIX
BunoB cymepcepun Stellata — S. bulbocastanum (GCA_037074985.1), S. commersonii
(GCA _029582505.1), S. pinnatisectum (GCA 035578085.1), a takke S. megistacrolobum
cynepcepuss Rotata, cepus Megistacroloba (GCA _029582645.1). [las cpaBHEHHS B aHaIu3
ObUIH TaKKe BKIIIOYCHBI MOCIICA0BaTeIbHOCTH reHoB ToMata S. pennelii (Gene ID: 107012074) u
S. lycopersicum (Gene ID: 101255064).

C wucnonp3oBaHUEM pa3pabOTaHHBIX HaMH TpaiiMepoB (mpuiokenue, Tabdn. I13) Obumm
aMIUIMQUIMPOBAHBl  TOCIEIOBATENBHOCTH romojoroB Al o0pa3noB JABeHaAlaTH BUIOB
kaprodens. [Tomyuenusie pparmentsr amuHONW 1700-1900 H.I1. OBUTH KJIOHUPOBAaHBI B BEKTOP
pGEM wu cexBenupoBanbl (3-5 KioHa I KaXJIoro oOpaslia) C HCIOJIb30BAaHHUEM TEX KE
npaiimepoB. B pe3ynbraTe uero BmepBble ObUIM MONyuYeHBI MocienoBarenbHocTd Al reHoB 12
BUJIOB KapTodels, KOTopble ObutH AenoHupoBaHbl B renbank NCBI (MT074624-MT074659)
(mpunoxxenwue, Tada. I13).

[TocnenoBarenbHocTH Al-rOMONOrMYHBIX I'€HOB Y OIpEAEICHHBIX B JaHHOW paloTe
o0Opa3ioB 12 BuaOB KapTodens M Takke MOCIEI0BATEIbHOCTH BUAOB, SKCIOPTUPOBAHHBIX M3
6a3er NCBI, paznuuanuce no mmune: 1763 m. H. y S. tuberosum ssp. andigena - 2040 m.H. y
S. bulbocastanum. ITpu 3Tom Bce romosnioru Al MMenu OMHAKOBOE 3K30H-HHTPOHHOE CTPOCHHUE
U COJEp)KAIM YeTHIpEe DK30HA. Pa3Meprl dK30HOB OTIIMYANNCh HE3HAUMTENbHO. HanMmeHbimas
CyMMapHasi JUTHHa 9k30HOB (609 1.H.) Obl1a moka3aHa st Buja S. demissum, HauOombImast - Jist
S. stoloniferum (642 mn.u.). [lomuMopdu3M UTMH MHTPOHHBIX MOCIEAOBATEILHOCTEN OBbLT OoJce
3HauuTenbHbIM: OT 1134 m.H. y S. etuberosum no 1422 n.u. y S. bulbocastanum.

Ananu3 BapuaOenbHOCTH HccieAoBaHHbIX Al TeHOB BUAOB KapTodelns Mokasajl, YTo B
cpaBHenuu ¢ StAl S. tuberosum cv. DM1-3 516 (ID:102591697), koTopbIii BRICTYIAT B KAYECTBE
pedepeHca, B IOJHOTEHOMHBIX MOCIENOBATEIBHOCTSIX ObUI0 BbIsIBIEHO 449 SNPs, uto
cocraBuno 20,5%, a B DK30HHBIX mociaenoBarenbHOCcTsX - 106 SNPs (16,2%). Cpenu
KOJMPYIOIINX TMOCTeA0BaTeIbHOCTEN Hanbosee BapuadbenbHbIM ObUT 3K30H | (49 SNPs), cpenun
Hekoaupyromux — uHTpoH | (157 SNPs). Haubonee mHTEpECHBIM M JOCTATOYHO HEOKHIAHHBIM
HaM T0Ka3ajcs BbIIBICHHBIH BBICOKHI YPOBEHb ajUIEIbHOTIO MOIMMOpP(U3MA, U HE TOJBKO Y
NOJMIUIOMIHBIX BUJIOB, HO W Yy JAWIUIOMJHBIX, Hanpumep y S. berthaultii BUP 24267, rne

BBIABJICHO 4YCTBIPC aJlICiid, JBa M3 KOTOPBIX BKIHOYAJIXM HE TOJIBKO 3aMCHbI, HO H
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TPUHYKJICOTUAHYIO Jenennto (puc. 18), B To Bpems kak y rekcaruongHoro S. demissum 15176
OBLIIO BBISBJICHO TOJBKO 1Ba SNPs.

Heoxunanno y BuumoB kaptodens B 3k30He III ObLIM BBIABIEHB HMHCEPIHMOHHBIC
myTtanuu. Tak, OBUIO TMOKa3aHO, YTO IOCIEIOBATEIBHOCTh OSTOTO0 OJK30Ha Yy oOpasia
S. stoloniferum uMeeT MPOTSKEHHYIO 24-HyKJICOTHIHYIO BCTaBKY
CCAGTGCTTCACCAACATCAGCCT, B TO BpeMs Kak y JOpyTdX BHJOB B TOM JK€ caiiTe
9K30HA HAOJIOAAIKCH Jeienuu OT 3 0 12 HyKJICOTHJOB, HE COMBAIOIIMX PAMKY CUHTHIBAHHSI
(puc. 18). B koniie sx30Ha [V y HekoTOphIX AUKKUX BUa0B Kaproderns (S. demissum (15176/34),
S. sucrense (BUP 23598), S. vernei (BUP 20332), S. chacoense (3678), S. commersonii) Obuia
BeIsiBiIeHA 9-HykieotuaHas aeneruss GGTGCAATT, ogHako ee He HAOMIOMACTCS Yy OCTABHBIX
aHAIM3UPYEMbIX BUIOB KapTodens u y Tomata (puc. 18). [Ipu sToM criegyer OTMETHTD, 4TO BCe
BBISIBIICHHBIC MHJICITU HE COUBAIM PAMKY CUUTHIBAHUSI.

9k30H 111 9K30H IV

HEcERcATEE Hilllll HEEdE

. S.tuberosum

. S.demissum 1
. S.demissum 2
. S.gourlay 1

. S.acaule 1 IIII
THETHE
THETHE

HEERE

1

2

3

4

S. S.gourlay 2
6

7. S.acaule 2

8. S.acaule_3

9. S.acaule_4

10. S.acaule_S

11. S.acaule_6

12. S.berthaultii_l
13. S.berthaultii 2
14. S.berthaultii 3
15. S.berthaultii_4
16. S.jamesii 1

17. S.jamesii 2

18. S.kurtzianum 1
19. S.kurtzianum 2
20. S.kurtzianum 3
21. S.kurtzianum 4
22. S.stoloniferum 1

23. S.stoloniferum 2
24. S.stoloniferum 3
25. S.sucrense_l
26. S.sucrense 2
27. S.vernei_l

28. S.vernei 2

29. S.vernei 3

30. S.verrucosum 1
31. S.verrucosum 2
32. S.verrucosum 3
33. S.chacoense_l
34. S.chacoense_2
35. S.andigenum 1
36. S.andigenum 2
37. S.andigenum 3 C
38. S.megistacrolobum
39. S.commersonii
40. S.bulbocastanum
41. S.pinnatisectum

42. S.etuberosun ggcHgcHRiE
43. 5.1ycopersicun HECHBCHBTIBRTGCANTIRNIRTARTARTEREA-—-
44. 5.pemellis HECHBCARRIRRTECANTTRRERTARTARTERER- -

Pucynox 18 — ®@parmMeHTsl HYKJICOTUIHBIX MocieaoBaTenbHocTei 3k30H0B III u IV rena Al y
BunoB Solanum.
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Taxxe gocraTouHO HMHTepecHa aAymmkamus 199 wan. B uHTpoHe Iy
S. bulbocastanum. ¥ octanpHBIX aHaTU3UPYEMBIX 00pa310B BUIOB KapToQels, a TAKXKe y BUJIOB
TOMATOB, JaHHAs JYIUIMKAIIKs BBISBICHA HE ObLIA.

ITpu momoru mporpammsel Gene Structure Display Server (https://gsds.gao-lab.org/) 6su1a

MIOCTPOCHA AK30H-UHTPOHHAs CTPyKTypa reHa Al y aHanm3upyeMbix BHIOB KapTodemns. Kak
ObLI0 omMcaHo BbllIE, reH Al coaeprkan yeTblpe 3k30Ha U Tpu UHTpoHa (puc. 19A). Takyro xe
CTPYKTYpy uMenu Al-reHsl BUAOB TOMAaTa, I'Zie pa3Mepbl IK30HOB MPAKTUYECKH HE OTIMYAIUCh
(3a uckiroueHueMm 5k30Ha [II), B oTiaMume OT [UIMH MHTPOHHBIX IOCIEIOBATEIbHOCTEH, B
KOTOPBIX Yallle BCTPEYaIuCh BCTaBKU U Aenenuu (puc. 19A).

Bcero 1 moay4eHHBIX MOCIEI0BATEILHOCTEH HHTHOUTOPOB aMIJIa3 Y aHAIM3HPYEMBIX

BHJIOB KapTodens ObLIO BRISBICHO 42 ajUIeNIbHBIX BapHaHTa reHa (mpuiiokeHue, t1ad. 114).
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Pucynok 19 — A-DK30H-HHTpOHHAasi CTpyKTypa romoisioroB SHAl BumoB kaprodess u Tomara
(mporpamma Gene Structure Display Server), B-Pacnpenenenue kKoHCepBaTUBHBIX MOTHBOB Y
romoiioroB ShAI BunoB kaprodens u Tomata (mporpamma MEME 7.0.26). B ciyuae pasnuunii
IPUBEJICHBI CXEMBI JUISl BCEX BBISIBICHHBIX TUIIOB aJJICJIbHBIX BApUAHTOB.

O6pasusr S. acaule, S. berthaultii u S. kurtzianum xapaktepu3oBaiuch HaHOOIBIIHM
yuciaoM ayteneil. OHaKo KOppensuil KOJMYecTBa alIeIbHbIX BapUAHTOB U TUIOMIHOCTH HIIU
yricna EBN oGnapyxeno He Obuto (mpumnokenue, tabn. [14). Hanuune 6omnpmioro KoiamuecTa
QIJICTFHBIX BapHaHTOB T€HOB Y BHIOB KapTodelns ObLIO IMOKa3aHO M paHee IS JPyroro reHa
metabonm3ma kpaxmaia — GBSS, a Taxoke ms reHa HuTpat peaykrassl (Cai et al., 2012).

Komupyromue mnocnenoBatenbHOCTH  Al-TeHOB OBUTM  TpaHCIMPOBaHBI, a TaKxke
OXapaKkTepU30BaHbl MX (PYHKIMOHAIbHBIE JOMEHbBI U TPETUYHBIE CTPYKTYpHl Oelka.

AMUHOKHCJIOTHBIE TIOCIIEI0BATEILHOCTH OTAMYAINCh 1o uuHe (oT 202 a.o. y S. demissum o
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213 a.o. y S. stoloniferum) (mpunosxenue, tadn. I14). Bcero Obuio BBIsSBICHO 36 BapuUaHTOB
OENKOBBIX  TOCJIENOBaTeNbHOCTEM.  M3-3a  ayulenpHBIX ~ BapuMaHTOB  HYKJIEOTHUJHBIX
MOCe0BaTENbHOCTEN y OMHOr0 oOpa3la BBIABISUIUCH HECKOJIBKO BO3MOXKHBIX BapHaHTOB
KOJMPYEeMBIX OCJIKOBBIX TocheaoBaTenbHOCTeH. B 1memom y Al mociemoBarenbHOCTEH
JIBEHAIaTH BUJOB KapTo(ess NMpH BHIPOBHEHHOM JumnHEe 213 a.0. ObUIO BBISBICHO 3aMEICHHE
41 a.o. (19,3 %), u3 xotopsix, coriaacHo nporpamme PROVEAN, cemb ObLIH pagvKalbHBIMU U
MOTEHLMAIbHO MOIJIM U3MEHUTh (PYHKIIMOHAIBHOCTH Oelika. Takyke ObUTH NETEeKTUPOBaHbI TPU
neneruu (S137del, P134 S137del m G202 1204del) m BcTraBKa OJHOM aMHUHOKHCIIOTHI
(P138 S139ins) (npuioxxenue, Tadmn. [14). PagukanbHble aMUHOKHCIOTHBIC 3aMELICHUS, 8 TAKKE
uHcepuus u ase generuu (S137del, T135 P138del) Obutn BBISIBIICHBI B MOCIIEIOBATEILHOCTSIX
(GbyHKIIMOHAIBHBIX JOMEHOB. Hanbomnble KOJIMYecTBO aMUHOKUCIOTHBIX 3aMEUICHHUM, BKIIOYast
paavKaibHbIe, ObLIM BBISBICHBI B IOCICIOBATEIBLHOCTIX oOpasmoB S. vernei, S. acaule,
S. sucrense u S. chacoense. EnuHu4HbIC pajuKajibHbIC 3aMEIICHUSI OOHAPYKEHBI B aJUICIIbHBIX
BapuanTax oOpasnoB S. berthaultii u S. demissum. [Ipu 3TOM AOCTATOYHO HEOKUIAHHBIM
okazajcs TOT (pakt, 4To, HECMOTpst Ha To, uto Al-romosoru BumoB Tomata S. pennellii u
S. lycopersicum umenu B 2-10 pa3 Goiiblile aMHHOKHCIIOTHBIX 3aMEIeHH i, ueM S. tuberosum, Bce
OHH HOCWJIM HEUTpaIbHBIN XapakTep (mpuiioxkeHue, taoim. [14).

[IpoBeneHHOE BBIPABHMBAHUE aMMHOKHMCIOTHBIX IOCJIEAOBATEIBHOCTEH U CPaBHEHHE C
OXapaKTEpU30BaHHON paHee TMocienoBaTenbHoCThi0 SbAI U ApyruMu mnpeacTaBUTEISIMU
cemeiictBa unruoutopoB amuinasz AAI LTSS (Zhang et al., 2014b) nokaszano Haiuuue y HHMX
NBYX KOHCepBaTUBHBIX noMeHoB: LTP 2 (B momoxxennn 16—-102 a.o.) u super family PRK14971
(B monoxkenuun 77-196 a.o.), xapakrepusix s npeacrasureneit AAl LTSS-tuna unruburopon
a-ammiia3. Takke TMOJydeHHbIE TocheqoBaTeIbHOCTH OenkoB Al ObUTH BBICOKO OoraThl
OCTaTKaMW TMpPOJIMHA, KOTOphle cocTaBiusim  13-14% ot Bcex aMHMHOKHUCIOT, 4YTO
CBUJIETEJILCTBYET O MPHUHAIJICKHOCTH BBISIBICHHBIX roMosioroB k AGP-cemelicTBy mnponun-
oboraimieHHbIX OelkoB. PaHee OBIJIO YyCTAHOBJIEHO, YTO HAJIMYMUE MPOJMH-OOTATHIX MOTHBOB B
Oenkax yka3blBaeT Ha MX CKJIOHHOCTb K B3auMoeicTBuio ¢ apyrumu Oenkamu (Williamson,
1994). Takxe Obl1O MOKa3aHo, uTo AoMeH LTP 2 ananu3upyembix BHJIOB KapToens BKIItOYal
xapaktepHele ani  AAI LTSS-cemeiictBa koHceHCycHble  ocTraTku nuctenHa  Cys,
dbopmupytomux aucyabuaasie Moctuku (mosunuu 30, 41, 58, 59, 72, 74, 99 u 108). Kpome
Toro Bce Al Oenku BuAOB KapTodens colepkaiu Tak Ha3biBaeMbli gomeH LTP 2
“Tryp_alpha amyl’, pacnonoxennsiii B paiione 30-108 a.o., KOTOpbIl XapakTepeH sl BCeX
npejcTaBuTeliell MHruouTopoB ammias pacrenuii (Marchler-Bauer et al., 2011, Zhang et al.,

2014a).
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VY unentuduuupoBaHHBIX roMosioroB Al oOpasnoB BuAOB KapTodens U Tomara ObuIH
onpezesieHbl KOHCepBaTUBHblE MOTUBBI (puc. 19B). Tak, y aHanusupyembIX BHUJOB CEKLUU
Rotata, Tak u y cexkuuu Stellata B 6ekoBbIX mociienoBaTebHOCTIX Al IETEKTHPOBAHO IIECTh
OJIMHAKOBBIX KOHCEPBAaTUBHBIX MOTHUBOB C OJMHAKOBBIM pacnoioxeHueMm (puc. 19B). Taxxe 3tu
K€ MOTHUBBI BBIABICHBI Yy JBYX BHJIOB ToMaTa. OCHOBHBIC pa3ivyusi KacaluCh MOTHBA 7,
KOTOpBIN pacmojaraercs Mexxay MotuBamu 4 u 3 (puc. 19B). ¥V Gonee IBOMIONHOHHO JPEBHUX
BuJ0B Stellata on oTcyTcTBYET, B TO BpeMs Kak y Rotata mpucyrcTByeT y OONbIIMHCTBA BUIOB
Kaprodelsd, Kak ¥ y BHJIOB TOMaTa. Y aHaJIM3HPyEeMBIX MociemoBareiabHocTei S. berthaultii
UMEeTCs JIBa aJUIeTIbHBIX BapuaHTa, MPU 3TOM y OJHOTO AJUIETLHOIO BapuUaHTa MPUCYTCTBYET
nocneaoBarenbHOCTh MOTHBA 7 (A133PTPSPSP140), Kak y OONBIIMHCTBA BUIOB, 2 BO BTOPOM
ClIydae MocCle[I0BaTeIbHOCTh U3MEHseTCs Ha Ipyryio — VAPPP. MHTepecHo, 4TO 3TOT e MOTHB,
MOSBUBIIHKICS Yy OJHOIO M3 a/UlelbHBIX BapuaHtoB S. berthaultii, nmpucyrcTByer Takke u B
nocienoBarenbHocTH Oenka Al Buna S. gourlay, Ho B cocraBe TpeTbero moTuaa (puc. 19B).

CocTtaB M pacmoJio)KEHHE MOTHBOB Y BHJIOB KiyOHeoOpasyromiero kaprodeins ObUIO
TaKUM JKe, KaK y HekiyOHeoOpasyromiero Buza S. etuberosum u BHIOB TOMaTa, YTO MOYKET
TOBOPUTh O 3HAYMMOCTH JAaHHOTO Oenka aisi MeTabonu3Ma yrieBoJOoB pacTeHuil. Takum
o0pa3oM, y KITyOHEOOpa3yIonuX 1 HEKITyOHe0Opa3yomuX BUI0B KapTodes JOMEHbI U MOTHUBHI,
BXOJISIIIIME B COCTaB TOMOJIOTOB Al, COXpaHSIOTCS, YTO yKa3bIBa€T HA TO, YTO B AUKHX Buaax Al
npencTaBisier co0oil (YHKIMOHANBHO TNPAaBUIBHBIA OENOK M €ro akTUBHOCTh CBSi3aHa C
peryssiuen SKCIpeccHy reHa, a He ¢ ero Mocie0BaTeIbHOCTBIO U, BEPOSITHO, IPUCYTCTBUE MU
OTCYTCTBHE MOTHBA 7 3HAYUTEJILHO HE BIUSAET Ha (PYHKIMOHAIBHOCTH OeJKa.

Tak kak paHee Al MHTHOWTOPOB aMmIIa3 HE OBLIM W3BECTHBI BO3MOXHBIE TPETUUHBIC
CTPYKTYpBI, TO BIIEpBBIe ObLIO TpoBeneHO MojenupoBaHue 3D crpyktyp Al aHanm3mpyeMmbix
TrOMOJIOTOB BHJIOB KapTodens. bbul ucnonp3oBaH mnaker nporpamMm Phyre2 u matpuisl
(u3BecTHBIe KpucTauindeckue cTpykTypsl) cllipA  “Barley lipid transfer protein (NMR)” u
c2rknA_ “X-ray structure of the self-defense and signaling protein DIR1 Arabidopsis thaliana”.

[Tockonsky MEME-npescka3zanue mokasaiao BbICOKOE CTPYKTYPHOE cX0J1cTBO OenkoB Al
y BUJIOB KapTodelisd, TO B aHaJIU3 MPOCTPAHCTBEHHOW CTPYKTYpPHI ObUIM B3SITHI JBa aJUIEIbHBIX
BapuaHTa Oeyika Buma S. demissum (S. demissum_1 u S. demissum_2), KOTopbie MPEACTABISIOT
JIBA THTIA CTPYKTYPHI — HATMYHME WU OTCYTCTBHE KOHCEHCYCHOTO MOTHBA 7 (A133PTPSPSP140). C
JIOCTOBEpHOCTRIO  Oosee  90%  mporpammoit  Phyre2 Oputn  MopenmupoBanbl 30104
(S. demissum_1) u 31-104 (S. demissum_2) a.o., coorBeTcTBytoume nomeny LTP 2, ocranbHas
MOCJIeIOBATEIbHOCTD OblIa cMoenupoBaHna ab initio. ITociaenoBarenbHoCcTh ToMeHa PRK 14971
ObUTa TIpeACcKa3aHa HEYMOPSIOYCHHOW, TO €CTh HE HMella HH BTOPUYHON, HU TPETUIHOU

crpykrypbl. Jlomern LTP 2 y Al 6enxos S. demissum_1/S. demissum_2 ¢hopmupoBan ase/Tpu
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o-CIIUpalid M OJIHY [-CKJIaJKy, 32 CUET B3aUMOJICHCTBUS MEXIy KOTOPHIMH CBOPAYMBAJICS B

BBIPAKCHHYIO TPETHYHYIO CTPYKTYpY (puc. 20).
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Pucynok 20 — BropuHasi CTpyKTypa JBYX aJUle/IbHbIX BapuanToB Oenka Al S. demissum.

Ha C-xonue 6enkoB Al y AByX ajuielbHBIX BapUAHTOB BBISIBICHA MOCIIEI0BATEIbHOCTD
TpaHCMEMOpaHHON crupaiv, a Ha N-KOHIIE — CHUTHalbHOro menTtuaa. Kak yxe roBOpuiioch,
CpPaBHUTEIFHOE MOJEIUPOBAaHUE BTOpUYHOW W TpeTnmuHOU (3D) cTpykTyp Oenka ObLIO
NPOBEJICHO HAa MPUMEpPE JBYX a/UICJIbHBIX BapHAHTOB Ociika y Buaa S. demissum, KoTopbie
pasnuuarotes aeienusmu (y S. demissum_2 otHocutenpHO S. demissum_1) motuBa 7 u

yuactkoM Ha C-koHiie (GagpAlgs) (puc. 21).

Jlomen LTP_2

S o

¢ Curransusiii nenTua

i; :

S.demissum_1 : ) ¢ Sdemissum_2

TpancmemGparmas crnpas

Pucynoxk 21 — TpexmepHas ctpykrypa BapuanToB Al S. demissum_1 u S. demissum_2.

IIpn cpaBHEHHMH BBIICHHUJIOCH, YTO pa3Iu4Msl B I[OCIEAOBATEIBHOCTH HHUKAaK HE
CKa3bIBaIOTCAd Ha IPOCTPAHCTBEHHOH CTPYKType OEJIKOB, OJHAKO COIVIACHO IPEACKA3aHHUIO,
BapUAHTBI PA3IMYAIOTCS pa3MepoM cHrHaimbHOro nentuaa (18 a.o. y S. demissum_1 u 26 a.0. y
S. demissum_2). Ecnu paccMaTpuBaTth MOTHB 7, TO U3 aHAJIM3a BTOPHYHON CTPYKTYPBHI BHIHO,
YTO JIaHHBIA YYacTOK MPUXOAMUTCS Ha HECTPYKTYPUPOBAHHYIO 4acThb Oelka, MOATOMY €ro

orcyrcTBHe y S. demissum_2 He cka3bIBacTCs Ha MPOCTPAHCTBEHHOM CTPyKType Oeska. Bropas
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JeNenus, Kak cleAyeT W3 MpejicKa3aHus, He momeniana (GOpMHUPOBAHUIO TpaHCMeMOpaHHOU
CIIUpay.

DTO TO3BOJISET C BBICOKOH JOJCH BEPOATHOCTH TOBOPHUTH O CXOJCTBE (YHKITUH
aJUICTbHBIX BapuaHTOB Al y pa3HbIX BUIOB KapToders.

TakuM o00Opa3zom, BHEpBBIC MpOBeAeHHAs s 12 BUAOB KapTodens XapaKTepUCTHUKA
JIOMEHOB M MOTUBOB Al OEITKOB M TPETHYHOW CTPYKTYpHI MTOKa3aja, 4To y KIIyOHeoOpa3yrommx
BUIOB KapTrodens Hu HekayOHeoOpasyromero Buma S. etuberosum, momMeHbI M MOTHBBI
COXPAHSIOTCS, YTO YKa3bIBaCT HA TO, YTO Y BCEX aHATU3UPYeMbIX BHIOB Al mpejacrapiser co0oit
(YHKIIMOHATIBHO MPABWIBHBIN 0€0K; MPUCYTCTBUE WJIM OTCYTCTBHE MOTHBA 7 3HAYUTEIILHO HE
BIUSET HA €ro PyHKIHOHATHHOCTh. COCTaB M PACIMOJIOKEHUE MOTHBOB B KIyOHEOOPa3yrOIIUX
BUAax Kaprodessi ObUIM aHAJIOTMYHBI TEM, YTO HAOIIOJAIOTCS y HEKIIyOHeoOpas3yroliero Buaa
S. etuberosum u y HEKOTOPBIX BHIOB TOMAaTOB. Takoil KOHCEpBATH3M MOXET YKa3blBaTh Ha

BKHOCTh JAHHOTO O€JKa ISl yIJIeBOJHOT0 OOMEHA PACTCHHIA.

3.4.2. ®ujoreHeTHYeCKHHl aHAJIM3 mMocjaeqoBaTeJabHocTell Al-roMosioroB y BHIOB
Kaproges.

Jist onipenienieHus: GUIIOTEHETUYECKHUX CBSI3eH y BUIOB KapTo(enst OblI MPOBEICH aHAIN3
nonyueHHbIX Al-mocnenoBaTenbHOCTEH; B KauecTBE BHEIIHEW TPYIIBI  HCIOJIb30BAIU

Al-romonoru BugoB Tomata S. lycopersicum u S. pennellii (puc. 22).
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Pucynok 22 — ®unoreneTnyueckas JeHAPOrpaMMa aHATH3UPYEMBIX MocienoBaTensHocTeid Al y
BUJ0B Kaprodens (Mmetoq ML, monens Tamura 3, 1000 6yTcTpan-pernimK).
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[To panHee POBECHHBIM UCCIICIOBAHMSM OBUIO BBISBICHO, YTO (DUIOTCHETUUYECKU BUIBI
KapTo(denss MOKHO MOJEUTh HAa HECKOJBKO KJIaJ U MOAKIA], HO IIPH 3TOM aJUIeTIbHBIC BAPUAHTHI
nocyenoBareabHocTel Al 01HOTO BHa MOTYT ITonacTh B pa3Hbie Kiaaabl (Rodriguez et al., 2010;
Cai et al., 2012; Huang et al., 2019). Kak ciexyer u3 mOCTpOEHHON HaMH JCHAPOTPAMMBEI,
HOJTYYEHHBIC TIOCIIEI0OBATEIbHOCTH IPYNITHPOBAINCH B YETHIPE KiIajbl (puc. 22).

WuTepecHo To, 4TO BBIABICHHBIC ajliesbHble BapranTel Al Bumos S. acaule, S. demissum,
S. tuberosum ssp. andigena, S. gourlay u S. stoloniferum momaganu B pasusie Kiazpl. [Ipu sToM
OMH a/utenb S. demissum u ueThipe aieqbHBIX BapHaHTa IByX oOpasioB Buma S. acaule
TPYNIUPOBAINCH BMECTE, B TO BPEeMsl KaK OCTaBIIWECS aUIeIH 3THX BHIOB (HOpMHUPOBAIU
OT/JCNIbHYIO TPYIITY BHYTPH CECTPHHCKOTo Kiactepa. OOpaser S. gourlay uMen Takxe CIOXKHBIH
COCTaB aJUICJIbHBIX BApUAHTOB, TJE OJHMH ajulesib KiacTepu3oBaics B kiazae 2 ¢ S. kurtzianum u
S. verrucosum, a BTOpoii - B KJiajie 4 ¢ IpyruMu Bujgamu. Takol pa3dpoc ayieneil ucciaeryeMbix

06pa3110B I10 Pa3HBIM KJIaJJaM CBHUACTCIILCTBYCT O CJIOKHOM AJIJICTIBHOM COCTAaBC JaHHBIX BUOB.

3.4.3. Ilpopuau 3kcnpeccur romMosioroB Al B pa3idYHBIX OpPraHax pacTeHHii BHIOB
Kaproges.

Tak kak paHee TpPaHCKPUIIMS Te€HAa HHTHOWTOpA aMmia3 OINpeNesuiach TOJNBKO B
KIyOHSIX y JABYX cOpTOB S. tUDErosum, KOHTPacTHBIX MO YCTOHUYMBOCTH K XOJIOAOBOMY CTpECCy
(Zhang et al., 2014b), a nna BugoB kaptodens Tonbko B nucthax (Cmyruna u ap., 2020), to
NPEJCTAaBISIOCh MHTEPECHBIM ONPEAETHNTh, SBISETCS T JKcmpeccus reHa Al Bumo- wim
opra"ocnenupuyHoi u cpaBHUTh ypoBHU MPHK B pasnnuHbix opranax y BUAOB KapToders.

Jlns aHanmu3a ObUIM BBIOpaHBI pacTeHUsS YeThIpeX BUAOB KapTodens cexuuun Petota — S.
tuberosum (copr Hanexxna) u mukopactymume S. rybinii, S. chacoense u S. kurtzianum. s
JUKOPACTYIIUX BUIOB IMOKa3aHa yMEPEHHas XOJOJOYCTOMYMBOCTH Ha OCHOBAaHWH apeana X
npouspactanusi (Machida-Hirano, 2015), ogqnako ais maHHBIX KOHKPETHBIX OOpa3IlOB CTEMEHb
XO0JI0JI0YCTOMYMBOCTH HEU3BECTHA, U Mbl OPUEHTHPOBAIIMCH HA IaHHBIE JIJIsl BUJIOB.

Jns skcnpeccuoHHOro asanmuza MetojoM PB-TIIIP Obtm oTOOpaHbl TKaHM Kak
HA/I3eMHBIX (DOTOCHHTE3UPYIOMIUX OPTaHOB CTEOIs, OyTOHA, I[BETKA, JINCTA, TaK M TMOA3EMHBIX
HE(POTOCHHTE3UPYIOIUX — CTOJOHA, KOpHSI ™ KiayOHs. [l ompenmeneHust ypoBHeH
TpaHckpunuuu reHa Al 6pun paspabotans! npaitmepsl AlexpF n AlexpR (mpunoxenue, Ta0m.
[13). IIpoduns skcmpeccun reHa StAl Buawanme ompepensiim ans copta Hamexma. MPHK
JNETeKTHPOBaIach BO BCEX IIECTH AaHAJTM3UPYEMBbIX OpraHaxX; OTHOCHTENBHBIH YpPOBEHBb
9KCIIpeccHu ObLT B JToCTaTovyHO mupokoM uHTepBaie 0,00025-0,3 (puc. 23), 4To COBMAgaNo ¢
JaHHBIMH TI0 dKcnipeccun Al, onpeeneHHbpIME paHee At ABYyX oOpasuos S. berthaultii (opransr

— JIMCThS,, KOPHH, KIyOHHM), KOHTpacTHbIX mo ycroiuuBoctu K CIS (Zhang et al., 2014a).
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[TomydeHHbIe TaHHBIC MTOKA3AJIH, YTO SKCIPECCHUS T€HA B HE3aIMaCaIONINX BEreTaTUBHBIX OpraHax
(OyToH, 1BETOK, JIUCT, cTeOEIb, KOPeHb) copTta Hanexna Oblia JOCTATOYHO HU3KOM, B OTIHYHE
OT BBICOKOH B Ki1yOHe (puc. 23). JlocTaTOYHO BBICOKHI YPOBEHb TPAHCKPHUIIIMK TeHoB Al n/umn
caMux OelKOB OBbLI paHee MoKa3aH, MOMHUMO KIyOHEeH kaptodelns, W JUisl APYrHX 3alacHBIX
OpraHoB, Hampumep, y 6arata, Tapo, puca u ssumens (Robertson et al., 1989; Rekha and Padmayja,
2002; Zhang et al., 2014b; Ramli et al., 2018; JIpsiuenko u ap., 2019; Cnyruna u ap., 2020).
[Toka3aHHOe yBeNWYeHUE YpOBHeHW TpaHcKkpunuuu Al reHa B 3amacalmux TKaHSIX IO
CpPaBHEHHMIO C JPYTUMH BETETATUBHBIMU OpPraHAMH MOXXET TOBOPHTH 00 aKTUBHOM Yy4YacTUU
Oesika MHrMOUTOpa aMmIIIa3 B 3allMTE 3aIaCHOT0 KpaxMala KIyOHs OT THApOJIN3a.
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Pucynok 23 — Ilpoduns skcrpeccun reHa uHruOutopa ammia3z Al B pa3lIWyHBIX OpraHax
(ctebens — St, uct — L, 6yToH — B, 11Betok — F, kopenb — R, cTomnon — S, kiybens — T).

VY Bcex aHanMM3uUpyeMbIX 00pas3loB BUIOB KapTodens Hanbosiee BBHICOKHN YPOBEHB
TPAHCKPHUMLMU OBIT JETeKTHpOBaH B KIyOHsX. Y copra Hagexnma skcmpeccus StAl Oblna
BBISIBIICHA BO BCEX aHAIM3HPYEMBIX OpraHax, KpoMe cteluisi, ¢ MAaKCUMYMOM Y KiyOHs (puc. 23).
[Mpodpwmie sxcnpeccun Al B opranax S. kurtzianum ObLa B I1€JIOM aHAJIOTHYEH TaKOBOMY Y
S. tuberosum, HamOonbIIUI YpOBEHb TPAHCKPHUIIMU TAaKXKEe OBbUT JETEKTHPOBAaH B KIYOHSX,
OJIHaKo B 5,2 pa3 HuKe, ueM B KIyOHsix copra Hanexxna (puc. 23). B kinybnsix S. chacoense u
S. rybinii Tparckpunuust romonoros Al 6bu1a B 8,6 u 430 pa3 ke, ueM y copta Hagexna. Ito
MOXeT roBopuTh 0 Oosbiieii CIS-ycroitunBocTr copra Hagexna u obpasua S. kurtzianum.

DKcmpeccuss B ApPYruX MOJ3EMHBIX opraHax Oputa mHOW. Hambornee BbICOKHMIT ypOBEHB
IKCIIPECCHH OBLT MOKa3aH sl KOpHEH oOpasia Buaa S. rybinii, rae ypoBeHb TpaHCKPUIIIUU ObLIT
B 2,4 pa3a BeIlIe, 4eM y S. chacoense, u Goxnee yem B 42 pasa Bble, yeM y S. kurtzianum u
S. tuberosum, Ho mpu 3TOM B KityOHe 3kcpeccus SrAl Oputa MuHMMaNbHOH (puc. 23). B cinydae
CTOJIOHOB KapTHHA TaK)Ke OTIMYANIach OT TaKOBOW B KIyOHsX. Dkcmpeccust StAl B aTom oprane

Obuta cienoBoi, B TO BpeMs Kak y SCAl — Haunboinee BbICOKasi cpeiu aHAIU3UPYEMBIX BHJIOB,
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Takas JKe, KaKk B KOpHSX, U B JBa pa3a BbIIe, 4eM B KiyOHsx. B cmydae SrAl m SKAI
IKCIPECCHOHHBIC YPOBHH OBbUIH CXOJHBIMU (pHC. 23).

Ecnu cpaBHMBaTh NOMy4eHHBIE SKCIpecCHOHHBIE mpodmin Al TeHOB B IMOJI3EMHBIX
opraHax (KOpHSX, CTOJIOHaX M KIYyOHSX) 4YeThIpeX BUAOB, TO MOXHO IPEANOIOKUTH
CYIIECTBOBAaHME HECKOJIbKHUX BO3MOXKHBIX CIICHAPHEB PETYJSIUH COACp)KaHUS Kpaxmalia B
KIYyOHSX Yy pasHbIX BHUIOB KapTrodens: y OJHUX BHAOB Jerpajanus KpaxMaia MOXKeT
TEPMHHUPOBATHCS aKTHBHOCTBIO aMMJIa3 B KOPHIX M CTOJIOHAX; Yy APYIMX — pacraj Kpaxmaia

MOXET I/IHFI/I6I/Ip0BaTI)CH HEMMOCPCACTBCHHO B KJ'IY6H$IX.

3.4.4. XapakTepucTHKa BapuadeJbHOCTH TE€HHBIX W 0€eJIKOBBIX MOCJeI0BATEIbHOCTENH U
onpeaeieHue ajjieJbHbIX BapuanToB StAl y 36 copToB kapTodes.

Tak kak paHee BHYTPUBHAOBOW IMOJMMOPGHU3M T€HA WHTUOMTOpa amMmuia3 He ObLI
omnpezeneH, TO uisi Oosiee JeTasbHOro wu3ydeHus Al aHanu3upoBanM HYKIEOTHJIHbBIE U
AMUHOKHUCIIOTHBIE TIOCJIEOBATENILHOCTH y KYJIbTHUBUPYEMBIX COPTOB M JIMHHMHA KapTodens,
MIPOBOAMIIN OLIEHKY MX MoIuMopdu3mMa 1 omnpeiesieHne alljielIbHbIX BAPUAHTOB.

Jlns ompeneneHust BapuaOeNbHOCTH TI'eHa MHrHOMTOpa ammias y S. tuberosum Owuim
otoOpansl 36 oOpasnoB kaprodens (31 copT OTEUECTBEHHOM CEJIEKIMH, TPH COPTa 3apyOeKHOU
CEJICKIINH, J[BE CENeKIIMOHHbIe JHMHUHK) (MoAoOpaHbl K.c/Xx.H. MwunemunsiM A.B., pacteHus
BeIpamensl Ha noisix BHUUKX, noc. KopeneBo). s ammudukanuy mociaeaoBaTeIbHOCTEN
rera StAl ObuTH MCTIONB30BaHEI Te ke mpaimMepbl Al-F u Al-R, dto u ans amrumukanum reHoB
MHrHOUTOpOB ammia3 y BHJOB. [lomyueHHele ammiaugukatrsl pasmepom ~2000 m.H. Obuin
kioHupoBaHbl B masmuay pGEM u 3areM Mo maTh KJIOHOB Ui KaXIoro oOpasia ObLIn
CEKBEHUPOBAHBI.

B wurore mns 36 B3SATHIX B aHaJM3 COPTOB OblIa BIIEPBBIE OMNpEIEICHA IOJHAS
HYKJICOTHUJIHAS TTocienoBarenbHocTh TeHa Al. CtpykTypa reHa Al, Kak U 0XKUJaJIOCh HA OCHOBE
JAHHBIX MEKBUJIOBO BaprabeIbHOCTH, ObLIa y BCeX COPTOB OJIMHAKOBA U BKJIIOYana 4 SK30Ha.

Hyxneoruanas nocnenoBatensHocTh StAl y copToB paznuuanack no muse (0T 1781 m.H.
(coptr Meteop 1) mo 1872 mH. (coptr Pen Ckapimer 2)) B OCHOBHOM 3a CHYET
MOCJIEA0BATEIbHOCTEN MHTPOHOB. DK30HBI MO JyIMHE cocTaBisui 621 m.H. u 630 1.H.; pa3HuLa
ObL1a 00yCIIOBIIeHA HaTM4YKreM Ooliee ueM y TpeTu o0pasnos (38,5%) B 3’-o0macTu reHa aenenuu
GGTGCAWTT (mpunoxenue, puc. [I5). Jlanmas gemenuss Oblla  BBISIBICHA B
MOCIIEI0BATENBHOCTAX reHa 17 copToB, MpUYEM Y JAEBITH — B TE€TEPO3UTOTE.

AnHanmu3 mosrydeHHbBIX TmocienoBarenbHocTed TeHa StAl mosBommn BeIsiBUTE 530 SNPs.
YpoBeHb BapuadbenbHOCTH cocTaBmi 27,1%, TO ecTh ObUT KpaliHe BHICOKHM B IIEJIOM U JIJIsl TEHOB

YrJII€BOJAHOTO oOMeHa B YaCTHOCTH. HHTpOHLI, KaK M OXHIAaJI0Ch, ObLIH OoJlee I'IOJ'II/IMOp(I)HBI n
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3HAUUTENBHO PA3IMYaIIMCh IO JUTMHE, 0COOCHHO HHTPOH |, BKITFOYAIOIINN IPOTSKCHHBIE BCTABKU
qmuHOM o 47 mH. Psag 10CTaTO4HO — MPOTSDKEHHBIX  jenenuid  (Hampumep,
GATATATTTCTCTY 1406), 1 uncepuus TATACC1293 Obut BoIsiBICHBI B HHTpoHAxX Il u II1. ¥V
psAna cOpTOB ObUI BBISIBICH BBICOKO MOJUMOP(HBIN ¢dparmeHT B mosnoxeHuu 347-400 1.H.,
COJIEpKAIN HECKOJIBKO HWHCEPUUN, PANIMYAIOMIMXCA WU IO JJIUHE, W 10 HYKICOTUTHOMY
coctaBy. [lomumMo umHcepuuU M JAelIEUd HHTPOHHBIE IOCJIEI0BATEIBLHOCTH cojaepx anun 396
BapraleIbHBIX CAUTOB.

Dk30HHBIE mocienoBatenbHocT StAl 'y copTroB Kaprodens Takxke, JAOCTaTOYHO
HEOXKUJAHHO, OTJIWYAIUCh BBICOKOW BapHaOEIbHOCTHIO. Tak, YPOBEHb BBISIBISIEMOTO
nonumopduzma cocraBun 21,3% (134 SNPs), uTo Takke 3HAYUTENIBHO BHIIIE MOJTUMOPQPU3MA,
JETEKTUPYEMOTO JIJIsl APYTUX U3BECTHHIX T€HOB YIIIEBOJHOTO MeTabonu3ma. Tak, moiuMopdusm
HanOosiee BapuabeIbHOrO (parMeHTa reHa KMCiIoi BakyossipHON wHBepTassl Pain-1 (sx3on V—
CTOII-KOJIOH) y copToB KapTodens 6pu1 MeHee 9% (Draffehn et al., 2010; Ciyruna u ap., 2018);
reHoB (ocdopuupoBaHus Kpaxmaina, omnpeneneHHbd y 192 nmuuii kaprodens, mokasan
HauOOJIBIINK ypOBeHb mosuMopdusma uig reHa o-riaukan-H,O-nukunaser GWD menee 5%, u
st uzoopm kpaxman-cuntasbl SS I-111 menee 3,5% (Carpenter et al., 2015).

JIyis KaXkioro copTta ObUIM CEKBECHHPOBAHBI M MPOAHATM3UPOBAHKI 110 IMATH KIOHOB, YTO
MO3BOJIMJIO BBISIBUTH BO3MOJKHBIC aJUICIbHBIC BAPHAHTHI JUISI KQKIOTO COPTa, B3ATOTO B aHAJIN3.
W3 36 BUIOB, KOTOpBIE OBLIM BKJIIOYEHBI B HCCIEAOBaHUE, 26 OKa3alluCh T€TePO3UTOTHBIMU, TO
€CThb UMEJIM HECKOJIbKO BapuaHTOB aieneil rena StAl (mpunosxxenue, puc. I15).

AHanu3 TmocIen0BaTeNbHOCTE 3K30HOB 36 COpTOB MO3BOJMWI JeTeKkTupoBatb 70
aJUIeNTbHBIX BapuaHTOB (mpuiokenue, puc. I15). NuTepecHo, 4To paHee yisi MOTHOpPA3MEPHOU
KOJUPYIOIIeH mocsenoBarebHOCTH reHa Pain-1 y 19 coproB kaproderns ObUIO OMUCAHO JIUIIb
11 annensHbIX BapuantoB (Draffehn et al., 2010). B cnyuae ananusa nonumopgpusma rena GWD
y 398 copToB kapTodenst ObUIO BHISBICHO TOJBKO 16 anienbHbIX BapUaHTOB, MPUYEM ISITh U3
Hux umenu otiauuus B 1-2 SNPs (Uitdewilligen et al., 2022). Takxke Jt000NBITHO, YTO BCE
aHATM3UpyeMble copTa KapTodenss XapaKkTepHU30BAIUCh COPTOCHEHU(PHUYHBIMU aJUICITBHBIMH
BaprantamMu reHa StAl u He OBLIO BBISIBIEHO KaKOTO-TO OCHOBHOTO MM OCHOBHBIX aJlIENEeH,
XapaKTEepHBIX AJIs1 OONBIIMHCTBA COPTOB, KaK 9TO OOBIYHO OBIBA€T ISl PACTUTEIBLHBIX T'€HOB, B
TOM 4yHciie U ans apyrux reroB kaprodens (Uitdewilligen et al., 2022; Li et al., 2024). Tak,
HanpuMep, B ciaydae ananm3a rena GWD 398 copros kaprodens, 31,8% copToB mMmenu aiensb
A u 20,8% - anmnens B (Uitdewilligen et al., 2022). CTOUT OTMETUTH, YTO HAILIEM UCCIIEIOBAHHH,
Kak u B ciydae ¢ reHoM GWD, HekoTopble anmnenpHble BapuaHThl Al oTIMYanucey Ipyr oT aApyra
Bcero Ha 1-2 HykJIeOTHHBIE 3aMeHbl. Hanbombiee KOJIM4ecTBO pa3inunii ObIIIO BBISBICHO IS

ajenbHbIX BapuaHToB copToB JIrokc (18 SNPs), Mp6utckuii (17 SNPs) u I'ana (16 SNPs). Kax
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rarIOTUIIOB/aJIeIbHBIX BapHaHTOB HAa YCTBIPECX CCCTPHHCKUX XPOMATUIAAX U II0 3TOMY Ha6opy

OHH MOTYT OBbITh TOMO- WK TeTpo3uroTHsiMu (Li et al., 2024). B Hamem uccienoBaHUU TOJIBKO

u OBUIO TIOKa3aHO paHee,

cemb coptoB (YT1po, Benukan, Tanaii, Cynapsina, Beimnen, Marymka, KopTtau) Obutn

1 BBICOKHI YPOBEHb

v

TOMO3UTOTHEI IO ajutenibHOMY BapuaHTy StAl (mpunoxenwue, puc. I15). Tako

BapI/Ia6eJILHOCTI/I FCHOB M OOJIBIIOE KOJUYECTBO aJlICIbHBIX BapHaHTOB HC THUIIMYHO KaK IJId

PAaCTUTCIIBHBIX T'€HOB B ILECJIOM, TaK M KOHKPETHO IJId I'CHOB S. tUberosum, 51 KOTOPBIX

v

v

OmpeaciIAICA BO3SMOXXHBIN aJlJICJIbHBIM COCTaB.

I[JISI OIIPCACIICHUA BapI/Ia6CJIBHOCTI/I aMUHOKHCIIOTHBIX IIOCJICI0BAaTEIILHOCTEN AK30HEI

StAl 61 TpaHcnupoBaHbl. [yinHa OeNKOBBIX MocienoBarenbHocTel cocTaBmiaa 206 a.o. u 209

a.0., 4TO OBLIO PE3yJbTATOM MHCEPIMH TPEX aMUHOKHUCIOTHBIX ocTtaTkoB GAI/F,g, Ha C-koHIle

Oenka, kak cinencreue HykineotuaHoi BcraBku GGTGCAWTT (puc. 24).
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Pucynok 24 — Annenpable BapuanThl StAl y 36 copToB m nuHMIA KapTodens (B mepBoi CTpoOKe

YKa3aHbI ITOJOXKCHUA aMUHOKHUCIIOTHBIX SaMeH).

N3 135 SNPS, meTekTHpoBaHHBIX B 9K30HAX, TOJEKO 69 MPUBOAMIN K aMUHOKHCIOTHBIM

3aME€HaM, YPOBEHb aMUHOKHUCIOTHOro mnojumop¢usma coctaBuid 33,0%. M3 69 BbIsSBIEHHBIX

3ameH Jiuib 11 Obun paaukansHbiMU (cornacHo nporpamme PROVEAN) u MOrH NpUBOIHUTH K

B

U3MCHAA €TI0 (I)yHKI_[I/IIO nJIn aKTUBHOCTD.

u3MeHeHnt0 KoH(opmanuu Oenka Al,
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MOCIIeA0BATENBHOCTAX copToB ['ama u ['opHSK OBUIO METEKTUPOBAHO HAUOOJBIIEEe KOIUYECTBO
3ameH (9 1 8, COOTBETCTBEHHO).

Takum o0Opazom, B pe3yinbTare MPOBEIECHHOTO UCCIEOBaHMS ObUIM BIEPBbBIC
UACHTU(PUIIMPOBAHBI (ammmuuIUpPOBaHBI, KJIOHUPOBAHBI, CEKBEHUPOBAHBI)
MOCJIEIOBATEIbHOCTH T€HOB MHrHOMTOpOoB ammia3 Al y obOpasmoB 12 BugoB u 36 copToB U
TUHUA KapTodens; ompenelieHa SK30H-MHTPOHHAsT CTPYKTypa W BapuabenbHOCTh TEHOB U
OENKOBBIX TMOCJEeI0BaTENbHOCTE. BbIsBIeH BbICOKMII ypoBeHb mHoiuMopdusma y o0pa3ioB
BUJOB: BbIsABICHO 42 amienbHbix Bapuanta reHa Al u 36 BapuaHTOB OE€IKOBBIX
nocieaoBarenbHoCcTel. CXOACTBO TOMEHOB U MOTHUBOB O€NKOB Al M MX TPETHYHON CTPYKTYpPHI
YKa3plBa€T Ha TO, YTO Yy BCEX aHaNM3UpyeMbiXx BHIOB Al mpencraBisieT (QyHKIIMOHAIBHO
MPaBWIbHBIN O€JOK; MPHUCYTCTBHE WM OTCYTCTBME MOTHMBAa 7 3HAYUTEIbHO HE BIMSIET Ha
dbyHK1MOHaIbHOCTh Oenka. CocTaB U pacIoyioKeHHEe MOTHBOB Y BHOB KIIyOHEOOpa3yrollero
KapTodelis ObLJIO TaKUM JKe, KaK y HeKITyOHeoOpasyroliero Buaa S. etuberosum u BuaoB ToMara,
YTO MOKET TOBOPUTH O 3HAUMMOCTHU JAHHOIO OeJika Juisi MeTaboI1M3Ma yIriIeBOJOB PACTECHUM.

Ananu3z nocnefosarenbHocTeid Al y 36 copToB M JNMHUN KapTodens BBIABHI KpaiiHe
BBICOKHMI Kak HyKjJIeoTuaHblid (21,3%), Tak U aMHHOKUCIOTHBIA moiumopdusm (33,0%). U3
BBISIBJICHHBIX 69 3aMelleHniI aMUHOKHUCIIOTHBIX OCTAaTKOB TOJIbKO 11 cunTaroTCs pagukaabHBIMU
¥ MOTYT MPHUBOJHUTH K U3MEHEHHIO KOH(popmarun 6emnka. Jmuaa StAl cocraBuia 206 a.o. u 209
a.0., 4yTo oOycioBneHo npucyrcrBueM BctaBku GAI/Fyp, Ha C-TepmuHanbHO#l o0nactu Oenka.
Bce anammsupyemble copTa Kaptodens ObUIM TeTepo3UroTHBIMH 1o TeHy Al u um
COOTBETCTBOBAJIM HECKOJBbKO aJIEJbHBIX BapHaHTOB. B pesynbTare uccieaoBaHus ObUIO
obHapyxeHo 70 BapMaHTOB HYKIEOTHIHOW IOCJEAOBAaTeIbHOCTH W 69  BapuaHTOB

aMUHOKHUCIIOTHOM IOCIIEA0BATSIBHOCTH.

3.5. Onpenenenue coiepKaHUs YIJEeBOAOB M AHAJM3 JKCIPECCHM TeHa O-aMHJIa3bl
StAmy23 B opranax u TKaHSIX pacTeHHUil COPTOB KapTodes.
Panee skcmpeccus reHa StAmy23 Obuta ompeseneHa TOJBKO B JIMCTBAX M KIYOHSX
S. tuberosum copra Solara (Zhang et al., 2014); ObUTO MOKa3aHO, YTO T€H DKCIPECCHPYETCS B
KIyOHSIX U TIpU IPOpAacTaHUU €ro TpaHckpumus najnaet (Zhang et al., 2014; Hou et al., 2017).
OpHaKo HE MCCIeIOBAIaCh BOZMOXKHOCTh TpaHCKpunu StAMYy23 B Ipyrux opraHax M TKaHSIX
pacteHui kapTodens, Kak B GOTOCUHTE3UPYIOIINX, TaK U B HE()OTOCUHTE3UPYIOIINX .
Jlnst ananmza OblTH BBIOpaHbl 00pasiiel Tpex coproB — CatypHa, ['ana u bapun, kotopsie
OTJIIMYAINCH TI0 COJCPKAHMIO0 KpaxMayia B KIYOHSIX. YPOBEHb TPAHCKPHUIIIIHH OTPEACIISIICS JIIs

HIECTH Pa3IMYHBIX OpPraHOB pacTeHUU KapTodens: JHUCT, cTedenb, IIOJ, CTOJIOH, KOPEHb U
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KITyOeHb, B TIOCJIEIHEM OTACIHFHO aHATU3UPOBAIHUCH IKCIPECCUSI B MSIKOTH (CEKTOp) U B KOXKYpe
(6e3 obmacTu riazkoB). Pactenus BeipamuBanuck Ha onbITHBIX oisix BHUWKX B 2021 rogy.
bruio omnpeneneHo coxep:kaHue yrieBoAOB (Kpaxmal, caxaposa, ToKo3a, GppykTosa) B
KITyOHSIX aHaAIM3UpyeMbIX copToB. B kinyOHsx copTtoB ['ama u CaTypHa coiepkaHue Kpaxmana
obut0 cxomubM (11,2%), 1 mpakTUYecKH BIIBOE BhINIE, YeM B KiIyOHsX copTta bapun (6,3%). B
MSIKOTH KiTyOHel copta CaTypHa ObUIO BBISABJIEHO CaMO€ OOJIBIIOE KOJMUECTBO PEIYLHPYOLIIX
caxapos (rmoko3a+dpykrosa) — 0,392 mr/r Tkanu; HaumeHnbiee koymuectBo (0,016 mr/r) O6pu10
nmokazaHo s copta l'ama, xinyOHm copra bapun comepkanu 0,072 mr/r caxapoB. AHanu3
COJIepKaHUsI KOKJO0TO M3 MOHOCAXapOB TMOKa3al, 4To B KIyOHsX coprta ["ana Obi10 B 4,5 1 B 24,5
pa3a MEHbIIE TIIIOKO3bI U GPYKTO3bI, YeM B KIyOHsX copTa bapun n CaTypHa, COOTBETCTBEHHO.
Jnsa  nmpoBeneHHs SKCIPECCUOHHOrO aHaimu3a Merogom PB-IIIIP, Ha ocHoBanuu
OTIPENICTICHHOM TociIenoBaTeIbHOCTH StAMY23, ObutH pa3paboTaHbl SKCIPECCUOHHBIE TTpaitMephl
StAmy23expF u StAmy23expR (mpunoxxenue, tadn. [13). Pe3ynpTaThl mpoBeIeHHOTO aHAIH3a
MOKA3aJIM, YTO BO BCEX IIECTH AaHAJM3UPYEMBIX OpPTaHaxX M TKAHSIX BCEX TPEX COPTOB KapTodeis
YpOBEHb TpaHCKpumuu StAMY23 OblT JOCTATOYHO BBICOK (MCKIIOYEHHE - KOXKYpa KIYyOHs copTa

CartypHna) (puc. 25).
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0.6+

0.4

OTHOCUTEe/IbHAA 3KCnpeccua

0.0+

OQ

& ¥ P o o?
TS L ¢+° " o“ F &g ¢*-° " <~“ ¢ @Q
¢

Pucynok 25 — Dkcnpeccust rena StAMy23 B opraHax v TKaHSX pacTeHUI KapTodels COPTOB.

ITony4yennsle naHHbIe MoKazainu, 4yto StAMy23 skcrpeccupyercs B KIyOHsSX Ha Oonee
BBICOKHX YPOBHSX, YEM B JIUCTBSIX, YTO MOJATBEPIKIACT paHee onyOIuKoBaHHbBIe gaHHbIe (Zhang
et al., 2014). OgHako HENb3sI COTTIACHTHCS C YTBEpXKIeHHeM, 4To StAMY23 TpaHcKpuOupyercs
PEUMYIIECTBEHHO B TKAHSAX KIYOHSI M CBSI3aH TOJBKO C MIPOPACTaHWEM KITyOHS ¢ MAKCHMYMOM
sKcnpeccuu mepea npopactanueMm (Zhang et al., 2014; Hou et al., 2019). Kak cnenyer u3

pUCyHKa 25, Y BCEX TpPECX COPTOB KapTO(I)eJ'IH BO BCCX OCTAJIbHBIX aHAJIM3UPYCMbIX OpraHax, Kak
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BETeTATUBHBIX, TaK U B IUIOAAX, dKcnpeccus StAMy23 Obina Bhime (B 1eiaoM B 1,5-2,7 pasza), ueM
B KIYyOHSX (CyMMapHO B KOXXype M MSKOTH). CleayeT OTMETUTh 3HAYUTEIbHbIE MEKCOPTOBBIC
paznnuust B TpaHcKpunuu StAmMy23, mpu ToM, uto cootHomeHus ypoBHeit MPHK B paznuuHbIx
opraHax y coOpToB ObUIH CXO0KH (pHc. 25).

Tak kak B3sTHIC B aHANU3 COpPTa MPAKTHYECKH BJBOE PAa3JIMYaIUCh COJCpKaHHUEM
KpaxMayia U caxapoB B KIyOHSX, TO ObUIO MHTEPECHO CONOCTaBUTHh YPOBHU CHHTE3HPYEMOH B
knyonsx MPHK StAmy23 wmexny copramu. Hammenbmmii ypoBeHb 3kcmpeccuu StAmMy23 B
MSIKOTH KJIyOHs ObUl y copTa bapuwH, /Ui KOTOpOro Takke OBUIO XapaKTEpHO HAMMEHBIIEEe
coJepKaHue KpaxMaia, a HanboJiee BBICOKHI y copTa ['aa ¢ BBICOKUM CoJiepKaHUEM Kpaxmaia
B KIYOHSIX, TOTJa KaKk B KOXype KIyOHEHl OH He pa3nuyajics Mexay copramu. [lyis nuctheB
YPOBHH TPAHCKPHUIITOB OBUIM OJMHAKOBO HHU3KHUMH, C HEOOJIBIIMM TPEUMYIIECTBOM y COPTa
bapun. Dkcnpeccus StAmy23 B cTebmnsix Oblia MakcuMaibHOM y copta ["ana, Hanbonee HU3KUI —
y copra CarypHa. B menom Hambosiee BBICOKHMM YPOBHEM JKCIPECCHH MPAKTHYECKH BO BCEX
opraHax, 3a MCKIIIOYCHHEM IUIO/Ia, XapakTepu3oBaics copT ['ama. MOXHO MpennookKHuTh, YTO
3TO MOXET OTpaKaTh COPTOCHEIM(PHUYHOCTh IKCIPECCUU JNAHHOTO TeHa. Torma Ooyiee HU3KHIMA
YPOBEHb TPAHCKPHUIIIMK B IUIOJAX Yy pacTeHuil copra ['anma MOXHO, MO BCEH BUIAMMOCTH,
OOBSICHATh Pa3HUIEH B 3pEJOCTH IUIOJA Y aHATU3UPYEMBIX COPTOB, IMOCKOJBKY, KaK OBLIO
MOKa3aHo, JUIS O-aMHJIa3 XapaKTePHO 3HAYMUTEIBHOE W3MEHEHHE YPOBHS HX TPAHCKPUIIMH U
npu pocte KiyOHeil, u mpu co3peBanuu mwio10oB (Duan et al., 2024).

ITouck BO3MOXHOM B3aMMOCBSI3M MEXJy YpPOBHEM O3Kclpeccuu reHa StAmy23 u
OMOXMMHYECKMMM JIaHHBIMM, TIpoBeleHHbII B mnporpamme GraphPad Prism v. 7.02 ¢
UCIIOJIb30BaHUEM 3HaueHHs Koddduimenta koppensuun [Tupcona u p-value, mo3BoynII BBISBUTH
MOJIOKUTEITBHYIO KOPPEJSIIIAI0 MEXAY YPOBHEM TpaHCKpumiuu StAMy23 u conepkaHueM
KpaxMaia, HO He COJIep)KaHHEeM PEeIyLUPYIOIIUX CaXapoB, YTO MOKET FOBOPUTH O TOM, 4TO, IO
BCEH BUAMMOCTH, AaKTHBHOCTb ¢-aMMiIa3bl StAmy23 [OMONHAETCS TaKXe aKTHBHOCTBIO
B-ammma3, a Takke JApyruMH (epMEHTaMH MeTafojM3Ma KpaxMmania, TpeXIe BCero,
UHTHOMTOpAaMHU aMHJia3 W pa3iudHbX nHBeprta3 (Ciayruna u ap., 2018; Cayruna u ap., 2020).
[ToMuMO 3TOro HY)XHO YUYUTBIBaTh JleHCTBHE (EPMEHTOB THIpPOJIM3a caxapo3bl, M JeicTBHE
Pa3IMYHBIX TPAHCKPUTIIMOHHBIX (DaKTOPOB.

Takum 00pa3zom, BIiepBBIe OBUT OXapaKTepHU30BaH MPO(UIIb IKCIpeccun reHa StAmy23 B
HIECTH OpraHax M TKaHSIX PACTCHHH KapTOQels y TpeX COPTOB, pa3IHYAIONIMXCS COIEpKaHHEeM
KpaxMasna B KiayOHsaX. Ilokazano, uro StAmy23 TpaHCKpuOMpyeTcs BO BCEX aHATM3UPYEMBIX
OpraHax M He XapakTepHu3yeTcs NMPEeHMYIIEeCTBEHHOMN IKCIPEcCHr B KIIyOHAX. Bricokuil ypoBeHb
TpaHCKpUNTOB StAMY23 B (hOTOCHHTE3UPYIOMIMX TKAHSIX PACTEHUH KapTOQelsi CBUICTEIhCTBYET

00 ydactue ¢epMeHTa B pEryysiuu MeTadoIM3Ma KpaxmMasa He TOJBKO B KITyOHSX, HO TaKXKe U B
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APYrux KakK BCICTATHBHLIX, TdK U I'CHCPATUBHBLIX OpPraHax IJId MOAACPIKAHUA MPOLECCCOB POCTa

pacTeHus, a Takke B (OpMUPOBAHUY OTBETA HA A0MOTUYECKUE CTPECCHI.

3.6. H3MeHeHHe CHHTe3a BTOPUYHBIX MeTA00JMTOB M JKCIPECCMH TE€HOB, HX
KOAMPYIOIINX, Y KapTodeJisi B yCJIOBUIX X0J0/10BOI0 cTpecca.

Y pacteHuil B mTpoIecce SBOMIONUU CHOPMUPOBAIUCH CIIOXKHBIC CUTHAIBHBIC H
3alllUTHBIE CUCTEMBI, YTOOBI CHPaBIATHCA C JCHCTBUEM pPa3UYHBIX OMOTUYECKUX U
a0MOTHYECKNX CTPECCOB, B TOM YHCJIE W C BO3JICHCTBHMEM IOHMKEHHBIX Temrieparyp. [ms
WHAKTUBALlMKM OOpa3yloIIUXCs TPU CTPECCOBOM BO3JCUCTBUN MOJIEKYJ aKTHBHBIX (HopM
kuciaopona (ADK, ROS), pacrenus BplpabOTanM HECKOJIBKO MEXaHM3MOB W, MPEXKJIE BCETO,
CHHTE3 BTOPUYHBIX META0OJIUTOB, TAaKMX KaKk KApOTHHOWJBI, AaHTOLIMAHBI W ackopoar,
OKa3bIBAIOUINX aHTHOKCUJIAHTHOE JelcTBUE B ycioBusax crpecca (Shah and Smith, 2020; Naing
and Kim, 2021). Cuutaercs, 4T0 UMEHHO aKKyMYJIHpPOBaHHE TAKUX BTOPHUYHBIX METaOOIUTOB
KaK KapOTHHOWJIBI M aHTOIMAHBI MOXET MPUaBaTh PACTEHUSM YCTOWYHBOCTBH IPHU XOJIOIOBOM
CTpecce W y pa3iu4HBbIX BUJIOB PACTCHUN NPH BO3ACHCTBUU HU3KUX TEMIEPAaTyp H3MEHSECTCS
coJiep’KaHue aHTOIMAHOB U KAPOTHHOUIOB, a TAKXKe IKCIIpeccus reHOB ux konupyrommx (Mittler
et al., 2004; Hwang et al., 2017; Hajihashemi et al., 2018; Samec et al., 2022; Li et al., 2023;
Bulgakov et al., 2024). Ina S. tuberosum wucciemoBaHus XOJIOJOBOIO CTpecCa B KOHTEKCTE C
W3MCHECHUEM COJICP)KaHHUSI BTOPUYHBIX META0OJIUTOB KpailHe OrpaHWYeHBbl. B CBS3M ¢ 3TUM
MPEJICTaBISIOCh UHTEPECHBIM U3y4YeHHE W3MEHEHUS COJIeP:KaHusl aHTOIMAHOB U KapOTHHOHIOB
U peakiuu KOAMPYIOIIMX WX TEHOB B OTBET Ha JIEHCTBHE KPATKOBPEMEHHOTO U

JI0JITOBPEMEHHOT'0 X0JI0/I0BOTO CTPEcca B JINCTHSX M KIyOHsIX copToB S. tuberosum.

3.6.1. Onpenesienne BapuadebHOCTH FeHOB 0MOCHHTE3a KAPOTHHOMI0B U MX IKCIIPEeCCHH B
JHUCThAX U KJIYOHSIX cOPTOB Kapro(desss NpM KPaTKOBPEMEHHOM H [10JTr0BPeMEHHOM
X0JI0/I0BOM cTpecce.

Hoenmughuxayus u xapaxmepucmuxa 2eHo8 U 0elIK08blX NOCIed08amelbHOCmell
@umouncunmasvr S. tuberosum. OUTOMHCHHTA3a, KaTIM3UPYIOIIasg TEPBYIO CTaIUI0
OMOCHHTE3a KapOTHHOMJIOB, CUMTACTCS KITFOYEBBIM (hepMeHTOM KapoTuHoreHesa (Shumskaya et
al., 2012; Stra et al., 2023). KonuuectBo renoB PSY, konupyromux GUTOMHCUHTA3y Y pacTeHUH,
MOKeT pasznuuarbes oT Tpex — PSY1, PSY2 u PSY3, kak y OonbImIMHCTBA BHUIOB, ABYX, Kak,
Harpumep, y npejactaBuTeneil 30HTUYHBIX MM OJHOTO, Kak y apabumoncuca (Li et al., 2008;
Welsch et al., 2008; Rodriguez-Villalon and Gas E, 2009; Stauder et al., 2018; Lisboa et al.,
2022). Panee Oblna ompeneneHa cymMapHasi skcripeccust TeHoB PSY 1/2 6e3 pasrpanudeHus: Ha
OTJIeNIbHBIE TeHBI B KIIYyOHSIX CEMHU COPTOB KapTodess U coJepkKaHue KapOTUHOUAOB B MSIKOTH U

Koxype kiyoneit (Valcarcel et al., 2016).
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Tak kak paHee TIOCIEAOBATEIBHOCTH T'€HOB (PUTOMHCHHTa3 KapTodens He ObuH
OIpeNIeNICHbl U OXapaKTepU30BaHbI, TO MEPBOM 3amavell craja UX xapaktepucTuka in Silico B
reHome kapTodens 1 onpeaciicHine BapuadeIbHOCTH 3THX T'€HOB Y ISATH copToB S. tuberosum.

Jns  uaentudukanuu reHoB (uromHcuHTa3 S. tuberosum Oblaa  wCMONB30BaHa
MOCIIEI0BATEIPHOCTh TeHOMa Kaprodeins, npeactaBieHHoro B reHoanke NCBI. s mowcka
OBLIM HCIIOH30BaHBI MOCIIEAOBATEIPHOCTH TOMOJIOTUYHBIX PSY reHoB tomara. B pesynbrare
in silico amanu3a W3 TEHOMHOM IOCJIEAOBATEIBLHOCTH OBLUIM W3BJICUEHBI IMOCIIENOBATEIBHOCTH
renoB StPSY1 (1D:102593756), StPSY2 (ID:102589336) u StPSY3 (1D:102603193).

BripaBHUBaHME TOCIEIOBATEIBHOCTEH TOATBEPAUIO 00Jiee BBICOKYIO TOMOJIOTHIO
nocienosarenbHocteir StPSY1 um StPSY2, B TO Bpems kak mociemoBarenbHOCTh StPSY3
OTJIMYAIaCh OT HUX 3HAYUTEIBHO (puc. 26). Pasmepsl reHoB coctaBuin 2794 m.H. mas StPSY1,
2734 mH. — StPSY2, 3440 m.H. — StPSY3. OcHOBHBIC pa3iauyMs B JJIMHAX T'€HOB CBSI3aHBI C
BaprabeIbHOCTHI0O UHTPOHOB. Bce TpW reHa MMenW OJMHAKOBYIO CTPYKTYPY M COCTOSIIH U3 6
KOJMPYIOIIHUX SK30HOB, a TAK)KE BKJIIOYAIM HETpaHCIUpyeMblid 3k30H B 5’-UTR obnactu (puc.
26b), uTo cooTBeTcTBOBaNO CTPyKType PSY reHoB y apyrux BumoB pactenuit (Giorio et al.,
2008; Li et al., 2008; Efremov et al., 2020; Lisboa et al., 2022).

Pa3mepbl aMUHOKHCIIOTHBIX ITOCJIEIOBATEILHOCTEH BaphbHUPOBAIM 3HAYUTEIIBHO OT
384 a.0. y StPSY3, 412 a.o. y StPSY1, u 438 a.0. y StPSY2 (puc. 26). CpaBHeHHE OEITKOBBIX
nocieaoBarenbHocTe BbIABUIO 79% cxoactBa StPSY1 u StPSY2, B To Bpems kak CTeleHb

cxacta StPSY1/StPSY2 ¢ StPSY3 ne npessimana 65%.

scesyl  cCRNCHRRcHCARNENRETARNENARNTECCHENARNERARENARCHACRRRCCRCHARNCRRARTARCH
scesv2  CCHARARACHCARREATARABEAGANENTACARENACAREANCACRATACERNCCHCARRNTRARETAGCH
A, Seesvs CHMRCHEECHARENEA R B R EEEA B R EN e EEARAEENABAG R AR CRBccHCRREATRRRCHARCE

e * 20 * 40 ¥ 60 * 80 >

StPSY1 MSVALLW/VSP- CEVSNGT GFLESVREGKSFFDSSR- - - - HRNLVSNERI NRGG- - = - = == == === e o m e GK- OTNNGRKFQ,\/R Al V 66
StPSY2 MSVALLW/VSPNSEVLNGTGFL DSVREGNRGL ESSRFPSPNRNSMAKGRF KK GGRQEVINF GFL NADL RYSCL GRSRTENGRSF SVQBSLY 90
StPSY3 ........ MCP- ATLSYSSNSCHNAR- - NEI FSSKK- - CKTKLPI RADQVLTVS- -~ v vcvececmnnncnnnnnn PKKREQSI HELLS 54

100 " 120 * 140 i 160 * 180
StPSY1 ATPSGERTMTSEQWYDVVLROAAL VKRQLRSTDEL EVKPDI PVPGNL GLLSEAYDRCGEVCAEYAKTFNL GTNLMTPERRRAI WAI YVW : 156
StPSY2 ASPAGEMAVSSEKKVYEVVLKQAALVKRHLI STEDI EVKPDI VVPGNL GLLSEAYDRCGEVCAEYAKTF YL GTNLMIPDRRRAI WAI YVW : 180
StPSY3 [VQB- - - | AHT- HRRVREVWWKQTNVTN- - - - - - ENLCCRNPRF DP- - M- FLDEAYEL CRKI CEEYAKTF YL GTKLMTEDRQKAI VAI YVW : 131

200 5 220 b 240 v 260
StPSY1 CRRTDELVDGPNASY| TPAAL DRWEDRL EDVFNGRPFDM.DGAL SDTVSNFPVDI GPFRDM EGVRMDL RKSRYKNFDELYLYCYYVAGT : 246
StPSY2 CRRTDELVDGPNASHI TPQALDRWEARLEDI FNGRPFDM.DAAL SDTVSKFPVDI QPFRDMVEGMRMDL WKSRYNNFDELYLYCYYVAGT : 270
StPSY3 CRRTDELVDGPNADYMNNAVLDRWEQRLEDI FNNKPYDM.DAALTDTI CKFPLDI KPFKDM DGVRMDTRKSRYANFQELYMYCYCVAGT @ 221

280 e 300 i 320 o 340 8 360
StPSY1 VGLMSVPI MGl APESKATTESVYNAALAL Gl ANQLTNI LRDVGEDARRGRVYL PQDEL AQAGL SDEDI FAGRVTDKWRI FMKKQI HRARK : 336
StPSY2 VGLMSVPI MGI APESKATTESVYNAALALGI ANQLTNI LRDVGEDARRGRVYL PQDELAQAGL SDEDI FAGRVTDKWRI FMKKQI QRARK : 360
StPSY3 VGLMSVPI MGl APESSVSAQTVYNAALHLGI GNQLTNI LRDVGEDALRGRVYL PQDELAQF Gl RDEDVFARKVTDOMREFMKEQ! RRARF = 311

380 . 400 * 420
StPSY1 FFDDAEKGVTELSAASRFPVVWASLVLYRKI LDEI EANDYNNFTRRAYVSKSKKLI ALPI AYAKSLVPPTRTI SLLS-- @ 412
StPSY2 FFDEAEKGVTELSSASRWPVLASLLLYRKI LDEI EANDYNNFTRRAYVSKPKKLLTLPI AYARSLVPPKSTSSPLAKT : 438
StPSY3 YFNLAEEGASHLNKASRWPVWSSL| LYRKI LDAI EENDYDNL TKRAYVGRAKKLVTLPVSYARALSLPSLAI Q- - - - - 384

Pucynox 26 — ®@parment 3x30Ha [V (A) u momHsie amuHOKUCIOTHEIE (B) mocnenoBarenbHOCTH
StPSY (momuepkHYT (QHUTOMHCHHTA3HBIA JIOMEH, B paMKe BBUICICH CAWT OTHICTIIICHUS
TPaH3UTHOTO NENTHA).
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Pucynok 27 — DK30H-UHTPOHHAsI CTPYKTYpa Tpex reHoB StPSY u coctaB qoMeHOB OENKOB.

AHanu3 (QyHKIHOHAIBHBIX MOCIEI0BATEIbHOCTEH BBISBHII (PUTOMHCUHTA3HBIA JTOMEH
PLN02632 y Bcex 0enkoB (StPSY 17540600, StPSY 202 43000, StPSY 363 380a0). OCHOBHBIC
pazmuums  OenmkoB  StPSY1 wu  StPSY2 cBs3ambel ¢ mpucyrctBueM Ha  C-KoHIE
nociegoBarebHOCTH FSSRRCKT um motuBoB FPSP m RQEWNFGFLNADLRYSCL na N-
koHie (puc. 26b, 27). Panee ObuIo mpenckazaHo Hanuuue Ha N-KOHIE (PUTOCHCHHTA3BI
TPaH3UTHOTO TMENTHJA, OTBETCTBEHHOIO 3a IUIACTUJHYI JIOKAJIM3allMI0 M  BBISBIEH
(GYHKIIMOHATBLHO 3HAYUMBIN calT ero ormerieHus (Giorio et al., 2008; Lisboa et al., 2022). ¥V
¢duronHCHHTa3 KapTodens TaHHbIH caliT ObLT Takke onpezaeieH kak StPSY1-V61/R62, StPSY2-
V85/Q86, StPSY3-V55/Q56 (puc. 26b, 27). IlociaenoBaTeabHOCTh TPAH3UTHOTO MENTHAA Y
StPSY 3 3HaunTenbHO OTIHYaeTcs OT TakoBoro y StPSY2 u StPSY1 (puc. 27).

Qunocenemuyeckuti ananus 2enos StPSY. Ha ocHoBe mocnenoBaTenbHOCTENW OENKOB
StPSY u ux romosjoroB u3 Tomara, nepua u apabujorncuca Oblga co3faHa JeHApOrpamMma
(puc. 28). Bee romonoru PSY1 u PSY2 Bunos [lacneHoBbIX rpynmupyroTcesi BMecTe, GOpMUpYs
oTaenbHble noakiactepel. ['omonorm PSY3, Bkmiouas StPSY3, kmacrepusyrorcs OTaenbHO,

3aHUMas 0a30BYIO TTO3UIIMIO TI0 OTHOMIECHUIO K Kiactepam PSY1 u PSY2.
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Pucynok 28 — Jlenaporpamma 0eIKOBBIX MOCIEI0BATEIBHOCTEN PUTOMHCUHTA3 paCTECHUI.

AHanmu3 HYKJIEOTHIHBIX M aMHUHOKHCIOTHBIX IOCJeI0BaTelbHOCTEH (PUTOMHCUHTA3
Kaprodens MNOATBEP)KIAIOT JaHHblE O (UIOTEHETUYECKOM CXOJACTBE M HBOJIOLMOHHOMN
Mosonoctu PSY1 u PSY2 B cpaBHenuu ¢ PSY3 u Bo3moxkHoMm Bo3HUKHOBeHHH PSY1 u PSY2 B
pe3yabTate  OYIUIMKAIlMM  TEHA-TIPEANIECTBEHHHMKAa € BO3MOXKHOM  MOCIEIyOIIei
dbyHKMoHaNRHOU auBepcudukanueit (Giorio et al., 2008; Li et al., 2008; Efremov et al., 2020;
Lisboa et al., 2022).

Xapakmepucmuka — pe2yisimopHelx — nociedosameivHocmell  2enog  StPSY.  Cis-
perynstopHble 3neMeHTbl poMoTopoB U 5’UTR paiioHOB IeHOB WUrpaioT KIIIOYEBYIO POJb B
nporecce Peryisiiiui AKCIPECCHH TeHOB. lccienoBaHusi MPOMOTOPOB TE€HOB, CBSI3aHHBIX C
OMOCHHTE30M KapOTHHOUOB, B OCHOBHOM COCPEIOTOUYEHBl Ha PEAKIIMU HA CBET, U CYILECTBYET
HECKOJIBKO HCClieloBaHui peakuuu Ha temmepatypy (Welsch et al., 2003; Toledo-Ortiz et al.,
2010). CymecTByeT IOCTaTOYHO OTPAHMYEHHOE KOJIMYECTBO HCCIEIOBAHUM MPOMOTOPHBIX
paliloHOB TeHOB KapoTHHOreHesa, B ToM uucie y PSY (Efremov et al.,, 2020), mpu sTom
peryJsTOpHbIE Moce10BaTeIbHOCTH reHoB StPSY paHee onucaHbl He ObLTH BOBCE.

J1st TOTO YTOOBI ONPENIENUTh OCOOCHHOCTH PETYIISILIMU TPAHCKPHUIILIUU BCEX TPEX T€HOB
StPSY xaprodens ObuH mpoanamu3npoBaHbl mpoMoTopsl U 5’UTR obmactu mmuHON ~1.5 T.1LH.
U TPOBENEH IMOUCK CIS-peryisaTopHbIX 3jeMeHTOB. bbuto merextupoBano 30 (StPSY1), 40
(StPSY2) u 5 (StPSY3) cis-perymsaropusix caiitoB. Ilomamisromiee OONBIIMHCTBO W3 HHX
CBETOUYBCTBHUTEIbHBI, UYTO OOBSICHAETCS Ba)XHOM pOJIbI0O KapOTHHOMJOB B Ipoliecce
dorocunTesa (tabn. 3). Kpome Toro, y renoB StPSY1l um StPSY2 Obino naiimeno 5 u 11,
COOTBETCTBEHHO, caiiToB, cBs3aHHBIX ¢ ABK. B mpomorope StPSY1 Obmn naitmen LTR-caiir,

CBSI3aHHBIN C peaKIMel Ha HU3KUE TEMIIEPATYPBHI.
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Tabmuia 3 — CiS-perysasiTopHbIe CAiThl B IPOMOTOPHBIX TOCIEI0BATEILHOCTIX reHOB StPSY.

Pezynamopnuvie yuacmxku 2cenos
MOmuGbl StPSY1 StPSY2 StPSY3
TCCC-motif - 1 1
oS z Box 4 4 3 1
gd & [ ATC-motif - - 2
5 % § GATA-motif 1 2 1
x5 A TCT-motif 1 2 -
A < (5}
Z 2 2 ACE - - -
g ; E} AE-box 1 1 -
S 2 MRE 5 1 -
gkv-) é Box Il 1 2 -
@ i B G-box 6 9 -
ht 2 2 GT1-motif 4 4 -
£ s 2 | Chs-CMAla - 1 -
RS © Gap-box - 1 -
E é LAMP-element - 2 -
2 E ABK WABRE 5 11 -
Xomon LTR 1 - -

Xapaxmepucmuka sapuabenvrocmu 2cenog StPSY y copmoe kapmodghensn. Tak kak paHee
HE OMNpeleNsiCs BHYTPUBUIOBOW YpPOBEHb BapHaOeIbHOCTH T€HOB (PUTOMHCHHTA3 y BHUJIOB
KapTodens, TO IpeaCTaBIsIOCh UHTEPECHBIM OXapaKTepu30oBaTh ero y renoB StPSY1 u StPSY2
copToB S. tuberosum u onpeaeauTh ajuiebHbIe BapuaHThl. J{J1si aHanu3a ObLIM OTOOpaHbBI IAThH
coproB kaprodenst — bapun, Ytpo, KpacaBunk, CeBepHoe cusiare u Hanexna, KoTopbele paHee
OBUIM HM3y4YeHBbl HA TpPeaMET MOIUMOpPU3Ma U IKCIPECCUU TEHOB YIJIEBOJHOTO OOMEHa, W,
KpPOME TOT0, OTJIMYAIMCh OKPACKOM KOXKYPBI U MSIKOTH KIyOHEH.

Jis  omnpeneneHuss  BapuaOENbHOCTH  KOAUPYIOIIMX  MOCJIENOBAaTENIbHOCTEN ¢
UCIIONIb30BaHueM pa3paboranHbix mpaitmepoB StPSY 1geneR-StPSYlgeneF u StPSY2geneR-
StPSY2geneF (mpunoxenue, tadn. [13) Oputm ammmduiupoBansl U cekBeHUpoBaHbl KJIHK
KIyOHel oToOpaHHBIX copToB. B pesynprare IILIP peaknuu Obuln aMIIM@UIMPOBAHBI
¢dparmenTsl pazmepom ~1,2 u ~1,3 T.I.H. COOTBETCTBEHHO, YTO COBNAJAJO C OXHJIAEMbIM
pa3MepoM KOJIUPYIONIHMX TocieaoBaTenbHocTeit reno StPSY1 u StPSY2.

CekBeHUpOBaHKE MOTYYCHHBIX ()ParMEHTOB BBISIBUIIO OJMHAKOBYIO JUIMHY reHa StPSY1 y
ISATH UCCIIeNyeMbIX copToB kaprodens — 1239 m.H., uro cooTBeTcTBYeT Oenky B 412 a.o.
MesxcopToBOil MOTUMOP(PHU3M KOAUPYIOUIMX MOCIEA0BaTEILHOCTEH OKa3ancs KpaiHe HHU3KHM.
IIpn anann3e BBIABICHO OTCYTCTBHE MHAENIEH U TONbKO Hannuue 9 SNPs, M3 KOTOpBIX IIECTh
HaWJeHO B 2K30HE I, B TO BpeMs Kak Apyrue 3K30HbI ObLITH MHBAPUAHTHEI (puc. 29A).

Copra KpacaBuuk u Hanexxna nmenu crenuguyuHble ajuleidbHbIe BapUaHTHI, KOT/Ia KaK y
OCTaNIbHBIX COPTOB TpHCYTCTBOBaN onuH BapuaHT StPSY. SIPSY coproB Tomarta m apyrux
npeacTaBuTeneit cemericTBa [1acn€HOBBIX Takke XapaKTepU30BAIMCh HU3KOW BapuaOeIbHOCTHIO

(Sugiyama et al., 2017; Ahrazem et al., 2019).
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Ananmu3 6enkoBbIX nocienoBarenbHocTel StPSY1 coproB kaprodens mokazan, uro SNP
HC MNpPUBOAWIIM K 3aMCHAM AMUHUHOKHCIIOTHBIX OCTAaTKOB. DTO0 MOXKET CBUACTCIIBCTBOBATH O

koHcepBatuBHocTH StPSY1 y coproB kaprodens (puc. 295).

Barin

(earin  NNERRRCHRENCRRCHACEARRGRNRCRACKCCHRCHRANGNACARNCANRRACKTCARAACARNTRET
grasavense ANERERCERENCERECHBCEARRRRRRCRNCHCCHRCRRERENNCRRACERTBACATCRERNCRERTERE
Uezo RARRERCRRRACEERCRRCRATRRRACRNCRCCRTCREBNANACERNCRARRNCRTCRENRCARARRER
StPSY1 |wsdezna KARRERCERRACHBRCRRCRRRRRRCRRCRCCATCRRBRANACERNCRNRRNCRECRENRCARNRRER

severnce siyanie RNBRERCHRERCORECHACHATRRERECHNCHCCHRCRRERENACRRNCERTEACATCRERNCRERTARE

[Barin c CRANCHACHACANCAAC c CAAGCC
A Krasavchik IchIIlIIIllIcIIIcIlcIlcllcllcIlclclIIIIIIIcIIIIIIIIIclIIcclIIl
Uczo BNCEAENRRENARCHRRCE i RETRAERANECCANAE

BENECANGCCARRE

StPS Z Nadezhda Ilclll

Barin BarvaipBBERE B8EE vy BvvLRBaaLvRRE L RERAE L BvkEH BV RN B LB vE
Krasavchik BarvaipBEERE«BEEG vy BvvRBAALvRRELRESBECBvkeBr BvRBRLEL L BEAE
Uezo BarvafeBEERE E8EG vy BvviRBaALvRRELRERBE Bvke B BvE B B BEAE

BuveBvviR@aaLvkRBLRERBELBvkEAz BveBNLBL L BEAvE

StPSY] Hadeshaa §azvageBRRaiy
S BuvyBvviRBaarvRBrRERBE BvkeB:PvaBNLBr L BEAvE

Severnce sivanie BAaIvABBEEEREM

Barin pvraBrooyRRIL BB BANBy AR -BRRAvvERERK LB BrAvARBLvERREREER L AT

B Krasavchik pviABrLoyRRIL BB EANByAN-BRRAvvERPRKLLELPrAvARBL VR RREREER L AKE
Uzo pviaBLoLyRRILBBrBARB AN-BRRAyvERERKLLBLPrAvARELvRoREREERLARE

StPSYZ Nadezhda pvraBrroyRRIL BB EANByAN-BRRAvvERBRRLLELBrAvARBLvEEREREERLAKE

AN

Severnce siyanie BVLABLLLYRKILBErEANByNN:ERRAyvERPRELLELpravARBLvRRREREERLARE

Pucynox 29 — IMomumopdusm mocnemoBarenbHocTeid StPSY1 u StPSY2 (A) u xommpyembix
6enkoB (b) y msitu copToB KapToderns.

[To aHanoruu OBUTH MOYYECHBI H OXapaKTEpHU30BaHbI mocienoBarenbHoctu k/JJHK renos
StPSY2. JInuna xJIHK StPSY2 coctaBmna 1314 m.H., coorBercTByromas 438 a.o. Oenka.
MexcopTtoBass BapuabenbHOCcTh StPSY2 Takke Obiia Huska. Bcero Obuio oOHapyxkeno 14
OJTHOHYKJICOTHUIHBIX MTOTUMOP(PHU3MOB, HHJIEN TAKXe OTCYTCTBOBaM. Hanbopiee KOMIecTBO
3aMeH HYKJIEOTHI0B ObLI0 BBISIBICHO B 9k30HE I (7 SNPs) (puc. 29A).

AnHanmu3 OENKOBBIX TIOCIIEOBATEIFHOCTEH IATH COPTOB KapTodens ToKas3al, dYTO
BbIsiBNIeHHbIE SNP Takke HE MPUBOAMIM K aMUHOKHCIOTHBIM 3aMEHaM, 4TO TaKXe TOBOPUT O
KOHcepBaTUBHOCTHU Oenka StPSY?2 y copToB kaprodens (puc. 29b).

Takum oOpa3zom, aHamU3 MOJIMMOp(H3Ma KITIOYEBBIX TeHOB KapormHOreHe3a StPSY1 u
StPSY2, a Taxke KOAMPYEMBIX UMHU OCIIKOB y TISITH COPTOB KapTodels MmoKazal KpailHe HU3KHe
YPOBHM BapuabeIbHOCTH, YTO MOXET CBHUJIETENICTBOBATh O KOHCepBaTuBHOCTH StPSY y coproB
S. tuberosum.

Onpedenenue nammepHo8 3KCHpeccuu 2eHO8 OUOCUHME3A KAPOMUHOUOO8 6 JUCTbAX
S. tuberosum npu KpamxospemeHHOM U O00N208PEMEHHOM X0100060M cmpecce. [l
JanpHeHmero aHanu3a (YHKIMOHAJIBHOW XapaKTEpPUCTHKH TE€HOB KapoTHHoreHesza StPSY1,
StPSY2 u StPSY3, a Taxke onpeneneHust cofepKaHus BTOPUUHBIX METAO0OIUTOB U IKCIPECCHU
T€HOB, UX KOHTPOJIMPYIOLIHUX, B HAJA3EMHOM 4aCTH PacTEHUH (B JIUCThAX) IPU KPATKOBPEMEHHOM

XOJIOZIOBOM CTpecce, MMHUTHPYIOIIEM BECEHHHE 3aMOpO3KH, Obul oroOpan copt Jlemu Kimp.
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JIaHHBIN COPT PEKOMEHIYETCS K BBIPAIMBAHUIO B cpeAHeil monoce PO, rae Hepenku ciaydau
BO3BpPATHBIX HOYHBIX 3aMOPO3KOB U I10X0JI0JaHMH (Kak 310 ciayumnock B 2019 u 2024 rr).

buocuHTe3 KapOTHHOHMIIOB PEryIUpPYETCsl MHOTUMH (aKTOpaMu, BKIOYAs YCJIOBUS
OKpY)Karolled Cpeabl, AHIOTCHHbIE CUTHABI W JEWCTBHUE PA3JIMYHBIX TPAHCKPUIIIMOHHBIX
¢dakxTopoB (Arango et al., 2014; Li et al., 2016). Baxxabim ¢pakToOpoM OKpYKAIOLIEH Cpenbl,
BJIHSIONIMM Ha HAKOIUICHHE KapOTHHOMIOB, sBjsiercs Temneparypa (Hwang et al., 2017; Samec
et al., 2022; Li et al., 2023). CuHTe3 TUKONKUHA B pACTEHUSX MOJABIIUICS IIPH TEMIIEPATYPE HIKE
12°C nu Boeime 32°C (Dumas et al., 2003). Taxxe 1711 HECKOJIBKUX COPTOB ONPEIETICH YPOBEHb
TPAHCKPHIILIUK CEMH T€HOB OMOCHMHTE3a B KIYOHSX, M CBSI3b COJCPXKAHUS OTJIEJIbHBIX THIIOB
KapOTHHOUIOB C TEHOTHIIOM M yCJIOBHsSMH BbipamuBanus (Payyavula et al., 2012; Fogelman et
al., 2019). Takum o0pa3oM, paHee He H3ydallaCh KCIPECCHsI TEHOB KapOTHHOHIOB B OTBET Ha
JICWCTBHME XOJIOJ0BOrO CTpecca y pacteHuid S. tuberosum, mo3TomMy B MpoOAOKEHHE paboT 1o
UJACHTUPUKAIIMA W  CTPYKTYpHO-(YHKIIMOHAJIBHOW XapaKTEPUCTHKE IOCIEI0BATEILHOCTEH
TeHOB OMOCHHTE3a KapOTHHOMJOB ObUIa TIpOBEIEHAa OICHKAa BO3MOXKHOW pOJM T'EHOB
KapOTUHOTEHE3a B PA3IMYHBIX OpraHax pacTeHui KapTodens y pa3iudyHbIX COPTOB B OTBETHBIX
peaKIusax Ha XOJOOBBIN CTpecc.

Onpedenenue nammepHo8 IKCNPeccuu 2eHO08 (OUMOUHCUHMAZLL U COOEPIHCAHUS
Kapomunouoog 6 aucmvsx S. tuberosum npu KpamrkospemeHHom Xx0100060m cmpecce (+3°C).
Cxema skcnepuMeHTa OblUla omucaHa B TJlaBe MaTepuaibl U metosl (puc. 8). IIpoBeneHHbII
OMOXMMHUYECKUN aHAJIN3 COJAEP)KaHUsI CYMMBI KapOTMHOMJIOB IOKa3all, 4YTO XOJIOJIOBBIA cTpecc
NPUBOJUT K TIOBBIIICHHIO COAEP)KAaHUS KAapOTHHOWAOB B JIMCTHSIX KapTOQens, OJHAKO, JTH
u3MeHeHus Ol HesHauuTenbHbI (puc. 30). [Tocne 24 4 unkybupoBanus npu +3°C npoucxoaut
HEeOOoJIbIIIOe HE3HAUYUTEIFHOE CHIDKEHHE CHHTE3a KapOTHHOMIOB B JINCTHIX copTa Jlenn Kimp, 3a
KOTOPBIM CJIEAYET TakKe HeOOIbIloe yBenuueHue depe3 48 u xomnomoBoro crpecca (puc. 30).
CxoaHble pe3ynbTaThl ObIIM MOKa3aHbl U MPU aHAIM3€ JIMCTOBOM TKaHW KYKYpy3bl U COH, Ilie
TaKXe He ObLIN BBISABICHBI 3HAYUTEIBHBIC H3MEHEHHS B COJIEPKAHUN KAPOTHHOUIOB Tocie 24 u
u 48 4 xonoxosoro crpecca (Mazur et al., 2024). B To xe Bpems JuIsl TMCTHEB ABYX COPTOB Hasi
(C. sinensis) u ocmanTyca aymucroro (Osmanthus fragrans Lour.) paHee moka3aHo yBeTHUEHHE
COJIepKaHUsl KapOTUHOWIOB B JIUCTBSIX INPH BBIPALIMBAHUU IMPU MOHMKEHHBIX TeMIepaTypax

(Yang et al., 2021; Wang et al., 2022).
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Pucynox 30 — H3MeHeHHe coaepikaHUs OOIIMX KapOTHHOHUIOB B JIMCThSAX PACTEHHUU copTa

Jlean Kidp B 0TBET Ha KpaTKOBpeMeHHBIN X051010BbIH cTpecc (+3°C). Oh — kouTposs (20°C); 6h,
24h, 48h — xomo010BbIi cTpecc 6, 24, 48 4, coorBeTcTBeHHO; 12hR — 12 9 BOcCTaHOBIIEHHS MTOCITE
cTpecca.

Jlnst ompeneseHUsT YPOBHEH OSKCIPECCUU aHAM3UPYEMbIX TE€HOB (UTOMHCHHTA3 B
JIMCThSX KOHTPOJIBHBIX M OIBITHBIX PACTEHHMH, MOJABEPTHYTHIX BO3JICHCTBUIO KPATKOBPEMEHHOTO
XOJIOZIOBOTO cTpecca, ObUIH pa3paboTaHbl reH-crenuduunsie npaiimepsr: PSY1, PSY2, PSY3
(mpunoxenue, Tadiu. [13). IlepBeiM 3TanioM paboThI OBUIO ONpeneeHne YPOBHEH TPAHCKPHITIIUN
BCEX TPEX FeHOB (PUTOMHCHHTA3 B JIMCThSIX KapTOQeisi PU HOPMaJbHBIX yciaoBusx. Kak cienyer
u3 pucyHka 31, tpanckpunuus reHoB PSY mpu HOpmanbHbix ycnoBusix (+20°C) ornuyanach
3HAUUTENbHO. HambOoMbmnii ypOBEHb JKCIPECCHH B JIMCThAX ObUT MoKa3aH i reHa StPSY2,
KoTOphIid Ooee ueM B 10 pa3 ObL1 BhINIe 3Kcpeccuu reHa StPSY1, uto cormacyercs ¢ Tem, 9To
uMeHHo PSY2 sBnsercs OCHOBHOW (UTOMHCHMHTa30d B (DOTOCHMHTE3UPYIOIIMX TKaHIX

oonpmmmHcTBa pactenuit (Welsch et al., 2008; Li et al., 2008).
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Pucynok 31 — H3menenme nskcmpeccumn reHoB StPSY1, StPSY2 wu StPSY3 B orBer Ha
KpaTKOBpPeMeHHBIH X051010BbIi cTpece (+3°C) (o6o3Hauenus cm. puc. 30).

JloctaTouHO HeoXXHJaHHa OblIa Jereknus TpaHckpuntoB StPSY3 B TkaHsx smcra
KapTodels, Tak Kak paHee CUATAIOCh, 9To TeH PSY3 TpaHcKkpuOMpyeTcst TOIBKO B KOPHSIX WU B
OTBETE Ha JIEUCTBHE CTPECCOBBIX (PAKTOPOB, KaK 3TO ObLIO MokazaHo i KyKypyssl (Li et al.,

2008). CnenoBble KonmuyecTBa TpaHCKpUNTOB PSY3 B MHCTRAX OBUIM MOKa3aHbI TOJIBKO VIS Yast

(C. sinensis) (Li et al., 2023).
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Hcxons #3 TOMYYEHHOTO TATTEpPHA OSKCIPECCHH MOXHO  YTBEpXKIaTh, UTO
TPaHCKpHUILHUS Bcex Tpex reHoB StPSY ycunmBaercs mpu BO3ACHCTBHM XOJI0Aa, HO B Pa3HOM
crenenn: StPSY2 — B 3nHaumTenpHO Oombiielt, yem StPSY1 m StPSY3. Ilpm sTtom pasHuma B
YPOBHSIX SKCIPECCHH B JIUCThSX KapTtodens mexay renamu StPSY2, StPSY1 u StPSY3 Ha Bcem
NPOTSHKEHUH BO3JICHCTBHS CTPECCa COCTABIISET OJIMH U JIBa OPSIIKA, COOTBETCTBEHHO (puc. 31),
9TO COOTHOCHUTCS C OCHOBomojararomiedt Qynkmmeir PSY2 B OuocuHTE3e KapOTHHOHWJIOB B
mucthsax (Welsch et al., 2008; Li et al., 2008).

Jlyia Bcex aHaNIM3UPYEMbIX T€HOB KapTo(denss XapaKTepeH JOCTAaTOYHO OBICTPBIA OTBET
Ha XOJIOJIOBBIA CTpecc M uepe3 6 yacoB uHKyOauuu npu +3°C B JHCTBIX JETEKTUPYETCS
YBEIIMYEHHUE IKCIIPECCUU IO CPABHEHHUIO ¢ KOHTpoJieM. [Ipu 3TomM Hanbonee 3HaYUTEIbHBIN pOCT
skcnpeccun HaOmomaercs g StPSYL1 (B 7,5 pa3) u StPSY3 (B 4 pasa), a B ciyuae StPSY2
YBEJIMUEHUE TPAHCKPUIIUMU He3HauuTenbHO (Tonbko B 0,15 pa3). OnmHako mocie 24 u
XOJIOJIOBOTO cTpecca dkcmpeccus StPSY2 mpopormkaeT yBenMuMBaThCS MPAKTHYECKH BIABOE TIO
CpPaBHEHHUIO C KOHTPOJIEM U 6 4 XOJI0I0BOTO cTpecca. B 3Toil ke BpeMeHHOM Touke Habo1aeTcs
camkenue skcnpeccun StPSY1 u StPSY3 mo cpaBHenuio ¢ 6 4, a B ciaydyae MOCIETHETO
MPAKTUYECKH JIO0 CIEAOBBIX KOJMUYECTB U HIDKE YPOBHS dKcrpeccuu B KoHTpode (puc. 31). [Tocne
0osee MPOJOIKUTENBHOIO BO3JACHCTBUS X0j104a (48 4acoB), TPAHCKPUIILIUS OCHOBHBIX I'€HOB
StPSY2 u StPSY1 mamaer mo ctpeccoBoro ypoBHsS B TOJbKO B ciaydae StPSY3 mowimaercs B
CpPaBHEHMM C JAPYTUMHU TOUYKAMH CTpecca M KOHTPOJIEM, HO TeM HE MeHee B abCONIOTHOM
BBIPQXEHUH YPOBHHM TPAHCKPHIIIMA STOTO Te€HA OCTAIOTCSA CJIENOBBIMH. bBBIJIO M0CTaTOYHO
HEOXHJIAHHO yBenn4yeHue TpaHckpumnimu reHoB StPSY2 u StPSY1 B muctesax copra Jlenn Kimop
MpU BOCCTAaHOBJEHUU Tmocie crpecca (12 uvacoB umHkyOammu npu +20°C) B 6 u 3 paza
MPEBBIMIAONINN 10 CTpeccoBble ypoBHU (puc. 31), Mo Bcel BUAMMOCTH, ISl KOMIIEHCAIIUU
pe3yabTaTOB BO3JCHCTBHUS CTpecca.

Takum o0pazom, B OTBET Ha KPaTKOBPEMEHHBIH XOJOAOBBIM CTpecC aKTUBUPYETCS
OKCTIPECCHsi BCEX TPEX T'eHOB (MTOMHCHHTA3 B JIUCTHhSAX KapTodens, mpu 3ToMm TreH StPSY2
OTBeUaeT 3a «OBICTPHI» OTBET HA JIEHCTBUE cTpeccoBoro (akropa (6 4), a StPSY1 — 3a Goiee
«MO3HUI» OTBET IMpH MPOJOJDKAOIIEMcsl BO3AeHcTBUM cTpecca (24 4). B pesynbrare Takoe
TaH/JEMHOE HM3MEHEHUE YPOBHEH TpPAaHCKPUIIUU MOXKET IPHBECTH K AaKTUBHOMY CHHTE3Y
¢uTOMHA — TpeANmIecCTBEHHNKA BCEX KapOTHHOHMIOB, W, KaK pe3yJbTaT, 3alluTe KJIETOK OT
CTPECCOBOTO BO3/ICHCTBHUS. BBISBICHHBIN BIiepBhIe MaTTepH dKcmpeccuu StPSY3 He moBTOpsin
npoUIN TPAHCKPHUMIMKM IBYX IPYTHX T€HOB (DUTOMHCHHTA3 KapTOQelns, JOCTAaTOYHO CUIIBHO
U3MEHSIICS TIPU CTPECCOBOM BO3/ICHCTBUU U B psjie ciydaeB (6 u 48 u crpecca) OblT COITOCTaBUM

¢ ypoBHeM StPSY1 B HOpMeE.
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Onpedenenue nammepHO8 IKCHpeccuu 2eHo8 OuocuHmesa KapomuHouoo8 U
co0epcanust KapomuHouoos 6 KIYOHAX namu copmos S. tuberosum npu 0on2o08pemeHHOM
xon0006om cmpecce (+3°C, 7 mecayes). B nonosiHeHne K paboTaM 1o ONpeIeIeHUI0 N3MECHEHHS
VIJIEBOJOB M TEHOB, ACCOIMUPOBAHHBIX C MX METa0O0JIM3MOM, MPEJCTaBISUIOCh MHTEPECHBIM
OIICHUTh M3MEHEHMsI YPOBHEH TPAHCKPUIIMU T€HOB KAapOTHMHOTEHE3a B JUHAMUKE XpaHEHUS
KIyOHel npu Hu3kuX Ttemreparypax (+3°C) B TedeHue 7 MecCSIEeB, aHAJOTUYHO YCIOBHSIM
XpaHeHus KiIyOHeil B kaprodenexpanunuiie. OTOop marepuana A aHajau3a MPOBOJIWICS B
JUHAMHUKE XO0JI00BOro XpaHeHusi npu +3°C: B ceHTsOpe ObUIM B3AThI CBEXHE KIyOHH, B
deBpane — yepes 4 mecsia mocie cbopa, a B arpesie — uepe3 7 MecsAIeB XpaHEeHus!.

beuto ompeneneHo cymMMmapHOE CollepiKaHWe KapOTHHOUIOB B KIYOHSX TISITH COPTOB
Kaprodess B JMHAMUKE XOJI0A0BOr0 XpaHeHus (puc. 32).
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Pucynok 32 — CymmapHoe coiepxkaHHe KapOTHHOUIOB (MKI/T CHIpOTO Beca) B KITyOHSX
KapTodels aHaIu3UpyeMbIX COPTOB B AMHaMUKe Hu3koTemreparypHoro (+3°C). bykBamu s, f u
a Hag croibiamu 0003Ha4YeHO JocTtoBepHOe ominune (P<0,05) KOHKPETHOro 3HAYCHUS
HKCIPECCHMM TeHa OT 3HAa4eHUM Ui JABYX JAPYTrUX MecsAlleB BHYTPU KaXJIoro obpasna
(s — centsiops, f — peBpab, a — anpens)

B noctpeccoBblif mepuoa (ceHTSOph) copep)kaHue KapOTHHOMAOB B KIYOHAX COpPTOB
OBLTO TIPUMEPHO OIMHAKOBBIM, 32 HCKIIIOYCHHEM COpTa YTPO, I'/Ie UX YPOBEHb OKa3ajics B 2 pasa
BbIlIe (pUC. 32). DTO KOPPENUPOBATIO C HHTEHCUBHOM JKEJITOW OKPACKON MSKOTH JaHHOTO COpTa.
[Tocne 4 mecsiueB xpanenus npu +3°C y coproB bapun, Y1po u KpacaBuuk 3apuxcupoBaHo
CHIDKEHHE COJIepKaHUsl KapOTUHOMIOB, TOTIa Kak y copToB CeBepHoro custHus U Hamexnpl ux
KOJIMYECTBO Bo3pocio. K KOHIy 7-MecsSYyHOro XOJIOJOBOTO XpaHEHHs (ampenb) JUHAMHUKa
U3MeHWIach: y coptoB bapun n Hanexxaa HaGmromancs pocT YpoBHSI TUTMEHTOB; Y COPTOB YTPO
u KpacaBunk — cHikeHue; y CeBepHOIro CUSHHUS MOKa3aTeIn OCTAINCh HEM3MEHHBIMU.

IIpu cpaBHEHUUM amnpenbCKUX M (EBPATbCKUX AHHBIX BBISABICHO YBETHYEHHE OOILEro

KOJIMYCCTBA KAPOTHUHOUJAOB Y BCEX COPTOB, KPOMC CeBepHoro cusiHusg. PaHee aHalmorumyHas
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3aBHCHUMOCTh HAKOIUICHHUS 3TUX COEIMHEHMU OT TeHOTHIa Oblla onmucaHa ais coprta Desiree, y
KOTOPOTO JUIUTEJIbHOE XPaHEHUE TaKkKe MPUBEIO K U3MEHEHHUIO cOCTaBa KapoTuHOUI0B (Morris
et al., 2004). OmHoli W3 BO3MOXXHBIX HPHYUH POCTA KOHIEHTPAIIMM IUTMEHTOB K KOHILY
XpaHEeHUsT MOXeT ObIThb YacTHUYHasg  JerujapaTtanus  KiyOHel, ycuwiuBamoomas  HX
KOMITAPTMEHTAIN3ALHIO.

Onpedenenue nammepHog sxcnpeccuu 16 2eHo8 buocunmesa KapomuHouoo8 6 KiyOHaxX
nAMU COPMO8 NPU 001208PEMEHHOM X0100080M cmpecce. Te ke TKaHU KIIyOHeH, KOTopble ObLIN
B3STHI JUI ONPEICIICHUS COAEPKaHUS KapOTHHOUIOB B AMHAMUKE JUIUTEILHOTO XpPaHEHUs MPU
+3°C, ObuTH IpuMeHeHs! i Beinenenuss MPHK u mocnenyromero skcnpeccnoHHOro aHanusa 16
I'CHOB, OXBATHIBAIOIIUI BeCh IIyTh OMOCHHTE3a KapOTUHOU 0B (puc. 33).

B cents6pe, 10 Toro, kak kiyOHU KapTodens ObUIH 3aJ0KEHBI Ha X0J0JJ0BOE XpaHEHHE,
Haubosee BBICOKUN YpPOBEHb TPAHCKPHUMIMK OOJIBITMHCTBA T€HOB KapOTHHOUIOB ObUT MOKa3aH
st kmyoned copra Hamexnma (pue. 33). B wnyOmHsx copra CeBepHOE CHSHUE YPOBEHB
TPAHCKPHIILIUU T€HOB OBUT caMbIM HHM3KUM, 32 uckmodeHrneM renoB SINCED1 u StPSY1 (amxe
BBISIBJIEH TOJIbKO y copta bapun), a takxe StLCYE (mampotuB, camblii BBICOKHI YPOBEHB)
(puc. 33). JlanHble pe3yabTaThl COIVIACYIOTCS C IOJIYYEHHBIMH paHee JaHHBIMU O COpPTO- U
TeHOTHUI cieruuaHOoCTH Tpoduiieit 3kcpeccuu reHoB kapotuHoreHesa (Payyavula et al., 2012;
Wiberley-Bradford et al., 2014).

[To cpaBHEHHMIO ¢ MCXOAHBIMHU, MPO(HUIN TPAHCKPHUIIMHU BCEX AaHAIU3UPYEMbIX T'€HOB
OMOCHHTE3a KAapOTMHOUIOB IO Mepe XpaHEHUs KIyOHeH JAEeMOHCTPUPOBAIM 3HAUYUTEIILHOE
CHIDKEHHE YpPOBHEW TPAaHCKPUNTOB B ()eBpaje B CPaBHEHHWU C CEHTAOpEM, 3a HEKOTOPBIMHU
UCKJTFOUEHHSIMH, B YHCJI€ KOTOPBIX OBLJI HE3HAYMTEIBHBIN POCT DKCIPECCHOHHON aKTHBHOCTU B
kiyOHsx copra bapun renoB StLCYE u StNCED1 u mHemsmeHHBIM ypoBHeM copta CeBepHOe
cusinue TpanckpuntoB renoB StCrtISO, StLCYB1 u StNCED1 (puc. 33).

B nmepuon ¢ ¢deBpans mo ampenb 3KCIpeccus aHATM3HPYEMBIX M€HOB KapOTHHOTEHE3a
NPaKTUYECKH HE MEHsUIACh, 0COOEHHO B CPABHEHUH CO 3HAYUTEIHHBIM IMAJCHUEM JKCIPECCHH B
nepuoj nepBeix 4 MecsueB xpaHeHus npu +3°C c ceHtsOps no ¢eBpanb. Tak, Hanpumep, y
copra Hazxexna neTeKTHpOBanoCh HE3HAYMTEIBHOE YBEIMYEHHME B TKaHAX KIYyOHS ypOBHEH
skcripeccun renoB StPSY2, StPDS, StLYCB1, StVDE, StZDS u StZEP u ywmeHsblueHue
tpaunckpunuu StPSY3 (puc. 33).
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JMIMHAMHUKE HU3KOTEMIIEPaTypHOTrOo XpaHeHus (CeHTsOpb, deBpanb, ampenb). bykBamu s, f u a Hag cTombramMu 0003HAYEHO TOCTOBEPHOE OTIIMYHE
(p<0,05) KOHKPETHOTO 3HAYEHHUS IKCIPECCHU T'eHA OT 3HAYCHW JUIS IBYX JAPYTHX MECAIEB BHYTPH KaKaoro obpasma (s — ceHtsops, f — deBpaisb,

a — ampern).
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Copt YTpo Takke XapaKTEepU30BAICS HE3HAUUTEIHHBIM YBEIUYCHHEM TPAHCKPHUIILIUU
B KIIyOHsx reHoB StPSY2, StZ-1SO, StLCYE, StLCYB2 u renoB cunte3a kcantopumioB StVDE
u StZDS, a Takke yMEHbIIICHHEM YPOBHs dKkcnpeccun reHa StPSY1. Tem He menee, ciemyer
elie pa3 OTMETUTh, YTO BBISABICHHBIE HW3MEHEHUS TPAHCKPUIILIUU ITHUX T'€HOB B IEPHOJE
(eBpaib-anperb ObUTH He3HAYUTENbHBI (puc. 33).

Taxum 06pa3om, 32 HEKOTOPBIM UCKIIOUEHUEM, ISl BCEX COPTOB HAOIII0JaIach 001as
TEHJCHIIUSI CHUKEHHUSI aKTUBHOCTU BCEX aHAJIM3UPYEMbIX I'€HOB KapOTHHOTEHE3a B MEPUO]
MEPBBIX YETHIPEX MECSIIEB XOJIOJOBOTO cTpecca (CeHTAOph — peBpasib).

UroObl BBIACHUTH, €CTh JIM KOPPENALHUS MEXKIy KOJINYECTBOM KAapOTHHOHIOB B
KIyOHSX pa3HbIX COPTOB KapTrodenss U TeM, HACKOIbKO aKTUBHO pabOTarOT TeHBI,
OTBEUalolUe 32 00pa30BaHHE KAPOTUHOWJOB, MPU JUITUTEIHHOM BO3ICHCTBUM XOJIOAA, MBI
MPOBENM CTaTUCTUYEeCKHi aHanmu3. [loMcK BO3MOMHBIX KOPPESAIUA MEXAy YpOBHEM
9KCIIPECCUU T€HA U COAEPKAHUEM KAPOTHUHOUAOB (PErpecCUOHHBIN aHaIu3) ObUI IPOBEIEH C
ucnonp3oBanueM nporpamMmel GraphPad Prism v.7.02. Kpurepun Hamuuusi KOppeSIUH:
3Havyenus koddduiuenta [Tupcona (r)>0,5 u p-value<0,05 (tabdi. 4).

B pesynbTate cpeqHsis qocToBepHast KOppensius Oblia oOHapyKeHa TOJIbKO B Cllydae
rena StPDS (p=0,047, r=0,52) (tabm. 4), KOAUPYIOIIETO CUHTE3 (PUTOMHCCATYPa3bl, KOTOPBIi
KaTaJIM3UPYEeT MEepBbIE CTaAUU MoAuduKamuu 15-yuc-puTonHa — TMpenIIecCTBEHHUKA BCEX

HIDKecTosAMX KapoTrnHou10B (Rosas-Saavedra and Stange, 2006).

Tabmuna 4 — KoppensauuoHHBIH aHaluW3 3aBUCUMOCTH YPOBHEH OSKCIPECCHU TEHOB
KapOTHMHOI'€HE3a OT CYMMAapHOT0 COJEp’KaHHUs KapOTWHOMJOB B KIYOHSX INPH JUIUTEIBHOM
XO0JIOZJOBOM XPaHCHUH.

PDS CRTISO LCYB1 LCY B2 PSY1 PSY2 PSY3 NSY
r 0.52 0.08 0.07 0.12 0.23 0.11 0.16 0.06
R 0.27 0.007 0.005 0.015 0.055 0.013 0.027 0.003
p-value | 0.047 0.763 0.806 0.654 0.399 0.683 0.559 0.834
VDE ZDS ZEP Z-1SO LCYE NCED1 NCED2 NCED6
r -0.01 0.15 -0.02 -0.05 0.37 0.23 0.08 0.21
R <0.0001 | 0.022 <0.0004 | 0.003 0.14 0.053 0.006 0.044
p-value | 0.97 0.594 0.943 0.846 0.169 0.408 0.78 0.453

Panee ObIIO BBISBIEHO, YTO B PACTUTENIbHBIX TKaHSIX, HE BOBJIEUEHHBIX B IPOIIECC
dorocuHTEe3a, TaKUX KaKk CEeMEHa M IUIOJbI, HAOJIOAAeTCsl TeCHas B3aUMOCBS3b MEXIY
coJiepKaHWeM KapOTHHOUIOB U aKTUBHOCTBHIO I'€HOB, OTBETCTBEHHBIX 3a X cuHTe3 (Howitt
and Pogson, 2006; ®umtomun u ap., 2020; Efremov et al., 2020). ITpu 3Tom npoBeaeHHbII
panee s S. tuberosum ananau3 TPaHCKPUIIIIHOHHON aKTHBHOCTH Psijia TEHOB KApOTHHOTEHE3a

B JUHAMUKE Pa3BUTHUS KIyOHEH, a Takke Yy CBeXecOOpaHHbBIX KIIyOHEeH Mokaszaia ¢ OJHOU
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CTOPOHBI 3aBUCHMOCTh OT TEHOTHIIA YPOBHEH JKCIPECCHH, a C JAPYrod OTCYTCTBHE
KOppeNsiUii ~ ypOBHSI ~ TPAHCKPHUILIMKM C  COJIEPKAHHEM COOTBETCTBYIOIIMX  THUIIOB
kapotuHoni0B (Morris et al., 2004; Payyavula et al., 2012).

Takum oOpa3zom, BHepBble Yy Kaprodens (QYHKIMOHAIBHO OXapaKTepHU30BaHbI
KJIIOYEBbIE TeHbl KapOoTHHOreHe3a — TeHbl ¢(urounncunras StPSY1l, StPSY2 u StPSY3.
[TpoBeneH aHaaM3 3KCIPECCUU TEHOB (PUTOMHCUHTA3 U COJAEPKAHUS KAPOTHHOUIOB B JINCTHSIX
npu KpamrKo8pPeMeHHOM X0100080M cmpecce, KOTOPbIi UMUTUPYET BO3BPATHbIE BECEHHUE
3amopo3ku. [loka3aHo, 4TO B OTBET Ha KPATKOBPEMEHHBIM XOJOJIOBOM CTpecc CoAepKaHUe
KapOTHHOU/IOB CYIIECTBEHHO HE MeHseTcs. B nucThsix KapTtodens B OTBET Ha
KpPaTKOBPEMEHHOE JIeHCTBUE HU3KUX TEMIIEPATyp aKTHBHPYETCS IKCIIPECCUs BCEX TPEX I'eHOB
dbutomHcuHTas, npu 3ToM reH StPSYZ2 oTBewaeT 3a «OBICTpBIN» OTBET Ha JIECHCTBHE
crtpeccoBoro ¢akropa (6 u), a StPSYl — 3a Oonee «mo3maHMil» oTBeT TIpu Oojee
MIPOJIOJDKUTENIEHOM BO3JCHCTBUU cTpecca (24 4), Kak ObUIO MOKa3aHO paHee. BhIsBICHHBIM
BIIEpBBIC TAaTTepH OJKcrpeccun StPSY3 He moBTOpsul mpodmiu ABYX JAPYyrUX TEHOB
dbuTonHCHHTa3 KapTodens, JOCTATOYHO CUIIBHO U3MEHSUIICS MPU CTPECCOBOM BO3/ICHCTBUM U B
psze ciaydaeB (6 u 48 u cTpecca) 611 conoctaBuM ¢ ypoBHeM StPSY1 B HopMme.

B nunamuke noiaroBpeMeHHoro (7 MecsieB) BO3ACUCTBUS HU3KUX TemiiepaTyp (+3°C)
Ha KIYOHM IIATH COPTOB KapTodemns ObUIM BIEPBBIC ONPEAEICHBI MATTEPHBI dKcrpeccuu 16
TEHOB, OXBAaTBHIBAIOIIMKA BeChb NyTh OWOCHMHTE3a KAPOTHMHOUIOB M amoOKapOTHHOUIOB. B
pe3yibTare, 3a UCKIIOUEHHEM KOppersiiuu cpeaHei cuibl s reHa StPDS, 3aBucumoctn
MEXIy YPOBHSMH TPAHCKPUIIMK OTACIBHBIX TEHOB M CYMMapHBIM COJIEpKaHHEM
KapOTHHOW/IOB BBISIBIIEHO He ObUI0. Bce aHammsumpyembple copTa XapaKTepH30BalIHCh
MIOBBIIIEHHBIM YPOBHEM SKCIIPECCHH TIOYTH BCEX aHATM3HPYEMBIX TE€HOB Nepe/1 3aKIa KON Ha
X0JIOJIOBOE XpaHEHHE B CEHTAOpe, B cpaBHeHUU cC (eBpanemM—anpeneM (4-7 Mecsies
X0JI0ZI0BOr0 cTpecca). HabmoiaemMoe CHUXEHHE SKCIIPECCHU TEHOB, OTBEYAIONIUX 332 CHHTE3
U pacrnaj KapoTHHOWJOB (32 MCKIIOYEHHEM OTAENBbHBIX CiIydaeB), uepe3 4 u 7 MecsleB
XpaHeHHs KIyOHEH TpH HHU3KUX TeMIepaTypax, BEpOsITHO, OTpa)xkaeT mepexon B ¢a3y
dbuznonornueckoro mokos. Pa3nmuuuss B aKTMBHOCTH TE€HOB, PETYIUPYIOLIUX OTACIbHBIC
3Tanbl OMOCHHTE3a, MOTYT OOBICHATHCSA CHEUU(PUKON HAKOIUIEHUS ONpEeAeNEHHBIX THUIIOB
KapOTHHOHWIOB B KIYyOHSX B Ipollecce XpaHeHHs. JlmHaMuka OOMIEro COMEpKaHHS dTHX
NUTMEHTOB TIPH JUIMTEIFHOM XOJOJOBOM BO3JCHCTBHH, TIO-BUAWMOMY, 3aBHCHT OT
TeHETUYECKUX OCOOCHHOCTEH COpTa, YTO IMOJYEPKHUBAET POJIb T'€HOTHUIIA B YCTOHYHMBOCTU

MeTa00I13Ma K BHEIIHHM YCJIOBUSAM.
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3.6.2. OnpenesieHue MATTEPHOB IKCNPECCHU FT'€HOB OMOCHHTE32 AHTOLMAHOB B JIMCTHSIX U
KJIYOHsX S. tuberosum nmpu KpaTKoBpeMEeHHOM H J10JITOBPEeMEHHOM X0JI0JI0BOM CTpecce.

Panee OBUIO HEOMHOKPATHO IMOKAa3aHO, YTO, KaKk W BCE (DIAaBOHOMIIBI, aHTOIMAHBI
NPUHUMAIOT aKTHBHOE ydyacTHE B 3alllUTe pacTeHusi oT abuornueckux crpeccoB (Ahmed et
al., 2014; Fukumoto and Mazza, 2000; Bulgakov et al., 2024). YcraHoBiieHO, YTO MpH
XOJIOJIOBOM ~ CTPECCE  XOJIOJOCTOMKOCTh  PACTCHHSI IOJOXHUTEIBHO  KOPPEIUpyeT ¢
conepxanueM antonuanoB (Liu et al., 2020). Hu3kas temneparypa CTUMYJIHPYET OMOCUHTE3
AQHTOIIMAHOB B JIMCTBSAX W OSKCIPECCHUI0 TEHOB, PErYyJUPYIONIMX CHHTE3 aHTOIMAHOBBIX
nurmenToB (Li et al., 2012; Zhang et al., 2019).

buocuHTe3 aHTOIMAHOB SIBJISICTCS YacThIO ()IIABOHOWMJIHOTO TMYTH M aKTHBHOCTH TaK
Ha3bIBAEMBIX «PaHHUX» (EPMEHTOB, KOTOpPHIC KOJUPYIOTCS CTPYKTYPHBIMH TI'e€HAMHU
xankoHcuHTaszbl (CHS), xamkonmzomepaszsl (CHI) u dnaBanon-3-ruapokcunaszsl (F3H) u
Jajiee «IO3JHUX» (EPMEHTOB, KOAMPYIOIIUMHUCA TeHaMH: (DIaBOHOU] 3 -MOHOOKCHUTCHA3BI
(F3'H), dnaBonoun 3,5 -ruapokcmiassl (F3°5°H), nuruapodaaBonon 4-peaykrassl (DFR).
[Tocneanuii pepmeHT OMOCHMHTE3a — aHTOLMAaHUAUHCHHTA3a (ANS) mpuBOIUT K 00pa30BaHUIO
AQHTOIIMAHOB JNIeNIbQUHUINHA, TICJIAPrOHUIMHA, [HMAHWJIMHA W HMX METHIMPOBAHHBIX
MIPOM3BOTHBIX MaJbBUAMHA, NeoHHIMHA W neryHuauHa (Liu et al.,, 2018; Li et al., 2019)

(puc. 34).

xonog MBW
Solanum tuberosum
R2R3-MYE / StAN1_|StJAF 13| StwD40
\ < StAN1_StbHLH1_StWD40
3-manoHun-KoA
[chs]
TeTparmapoKCuxankoH
ENS CHI |
NaBoHbl <—— HapUHreHuH (@aﬂyon)
F3H
l F3'H
FLS F3'5'H
hraBoHOMbl «——  AWUIMAPOGNaBOHONbI
DFR |
nenkoaHTounaHuauHbl
l [Ans]

3-OH-aHTounaHnauHb
(unaHnauH, nenaproHuanH, AenbMUHUAUH)

ManeBUAWH, NETYHWUAWH, NEOHUAWH

Pucynok 34 — Cxema OMOCHHTE3a aHTOLIMAHOB. BwineneHsl gpepMeHThl (KpacHas pamka) U
TPaHCKPUILIMOHHBIE (PaKTOPBI (CHHSS paMKa), SKCIIPECCHsI TEHOB KOTOPHIX aHAIU3UPOBAIACh.

[TomuMo KoIUpPYIOIUX (EPMEHTOB CTPYKTYPHBIX T€HOB OWOCHHTE3 aHTOI[MAHOB
KOHTPOJIHpYyeTcs: KomIulekcom MBW, BKIIIOUArOMIMM TPaHCKPUIIIMOHHBIE (DAKTOPHI Tpex
cemeiicte — R2R3-MYB, bHLH u WDR (WDA40), xotopsiii y S. tuberosum mpencrasien
StAN1-StJAF13/StHLH1-StWD40. B cBoro ouepensp, skcripeccus reHoB MBW -koMmruiekca, u
reHoB (pepmeHTOB OmocuHTe3a kouTponupyercs TO® ELONGATED HYPOCOTYLS (HY)),
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AKTUBUPYIOIIETO OMOCHHTE3 aHTOLMAHOB. [loka3aHO, YTO XOJIOMOBBIA CTPECC CTUMYIHPYET
OMOCHHTE3 aHTOIIMAHOB B JIMCThAX M dKcmpeccuto reHoB MBW-kommekca (Li et al., 2012;
Zhang et al., 2019).

W3BecTtHO, uTO Yy KapTodenss MOTyT CHHTE3MpPOBAThCS BCE LIECTh AHTOIMAHOB U Ha
CETOJIHALIHUNA MOMEHT B reHome S. tuberosum wmaeHTH(UIIMPOBAaHBI OCHOBHBIC CTPYKTYPHBIC
U peryistopHbie rensl onocuntesa (Li et al., 2019; Tengkun et al., 2019; Strygina et al., 2019;
D’Amelia et al., 2020), a Taxxe onpeeaeHbl MEXaHU3MbI PETYJSIIIUU CHHTe3a murmenTa (Liu
et al., 2018; Strygina et al., 2019). OnHako BIUSHHUE PA3IMYHBIX CTPECCOB HA YPOBHH
OMOCHHTE3a aHTOIIMAHOB OIPENEICHbl HE OBbUIM, 32 HMCKIIOYCHHEM pabOTHl 1O H3YYECHUIO
XOJIOZIOBOTO CTpecca Yy EIWHCTBEHHOTO YCTOMYMBOTO K XOJOJYy JAWKOPACTYIIETO BHIA
kaprodens S. commersonii, rae ObUla MOATBEPXKACHA CBA3b MEKAY KOJIUYECTBOM
CHUHTE3WPOBAHHBIX AHTOIMAHOB U XoyogocToikocThio (D’Amelia et al., 2018). ITostomy,
AQHAJIOTUYHO WCCIICJIOBAaHUIO KAPOTHHOUIOB, TMPEICTABISIIOCH HMHTEPECHBIM H3y4YCHHE
WU3MEHEHHS COJCpPKAHUs AHTOIMAHOB M JKCIPECCHU KOIUPYIOIIMX WX T'€HOB B OTBET Ha
NEeiCTBIE KPATKOBPEMEHHOTO U JJOJITOBPEMEHHOIO XOJI0I0BOTO CTPECCA B JIUCTHAX U KIIYOHAX
coptos S. tuberosum.

Onpedenenue nammeprog IKCnpeccuu CMPYKMYPHHLIX U Pe2YIAmOPHbIX 2€HO08 6
KAYOHAX COPMOG U 2UOPUO06 Kapmoghens, Omaudarouuxca co0epicanuem anmouyuanos. B
aHanu3 ObUTH O0TOOpaHbl KIyOHU KapTOoQens ceMU COPTOB U THOPUIOB, pa3iHyarolIuecs 1o
OKpacKe MSKOTH U KOXYpPBI OT 0enoii 10 TeMHO-(uosneroBoit (bapun, I'ubpun 6, ['mbpuz 4,

I'ubpun 7, Candup, ['ubpun 1, CeBepHoe cusaue) (puc. 35).

OO0 oo e o
065060

Mbpug 1 Candup bpua 7 fbpug 4 bpua 6 BapuH

CeBepHoe
cuAHne

Pucynox 35 — Oxpacka ki1yOHel aHaIM3UpyEeMbIX COPTOB ¥ THOPHIOB KapToders.

[IpoBeeHHBIE OMOXMMHUYECKUI aHAJIW3 TOKa3al, 4YTO KIYOHH aHaIU3HPYEMBIX
00pa3loB pa3IMyaIUCh M0 KOJIUYECTBY aHTOI[MAHOB B MAKOTH (puc. 36). MHTepecHo To, uTO
BU3YalbHBIH aHAINU3, NMPU KOTOPOM MPEANOIOKHUTENbHO ObUIM PacHoIOXKEHbl KIYyOHHU IO

OBETYy OT Oonee TeMHOI OKpacCKu a0 CBETJION, B IIEIOM COOTBETCTBOBAN pe3yiibTaTaM
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U3MEPEHUs METOAOM  CIEKTPO(POTOMETpUH COAEpKaHUS AHTOIMAHOB. VckitoueHue
coctaBunu copt CeBepHoe cusiHue u ['ubpun 1, rae y BusyainpHO 60s1€e TEMHOTO IO OKPacKe
K1yOHst ['mOpuna 1 ObUIO BBISIBIEHO MEHBIIIEE CO/IEPKAHNE aHTOIIMAHOB, YeM B MAKOTH MEHEE

OKpaleHHoro Ki1yOHs copra CeBepHOE CUSHUE.
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Pucynox 36 — Coxepkanue aHTOIMAHOB (MKI/T CBEXEH TKaHM) B aHAIM3UPYEMBIX KITYOHSX
KapTodes.

Jliis anHanmm3a sKcnpeccuu ObUH B3ATHI 6 CTpyKTypHBIX reHoB StCHS2, StCHI, StF3H,
StF3’5'H, StDFR, StANS, KOHTPOIHUPYIONIKX BECh MMyTh OMOCHHTE3a aHTOIUAHOB (pHc. 37).

CHS2 CHI F3H
6 1.5+ 6
4 1.0 4
2 0.5+ 24
=
0- = 0.0- 0-
e N QA X © e N QA > © e N A > ©
RO TS RO
‘\ooo O gL & O E e ‘\oeo R R RN
&8 & &
< < <
DFR F3'5°'H ANS
2.5+ 1.5+ 0.8+
2.0 -
45 1.0
0.4
1.0
0.5
0.5 0.2
0.0- 0.0- T 0.0- T
o < > o ¥ © N A X © & © N A > © &
S R & & S ) & R SHFENGR RS REJRC RS
& s R & ¥ ¥ @ & W W @
F R RS RS F RS RS R C F RS RS RS
S & ¥ig PR P S $° <F (G A
GQ QQQ QQ
<® ® ®

Pucynox 37 —YpOBHM TpPaHCKPHUIIIMH CTPYKTYPHBIX T'€HOB OHOCHMHTE3a AaHTOIMAHOB Y
AHAIM3UPYEMBIX COPTOB U TUOPUIOB KapTOdes.
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AHanM3 SKCIPECCUM CTPYKTYPHBIX T'€HOB MOKa3aj, YTO 3aBUCHUMOCTh KOJIWYECTBA
AQHTOIIMAHOB/OKPAaCKM MSKOTH KIYyOHS OT YPOBHS OKCIPECCHHM AaHAJM3UPYEMBIX TI'€HOB
HaOI0/IaeTCsl TOJIBKO B clydyae CpaBHEHUS 00pasloB «Oeinblil VS. ¢uoneroBbiity. Takas
3aBUCUMOCTH MoOKa3aHa st 00pa3noB CeBepHoe cusiHue, [ ubpun 1, Candup, bapun, B T0O
BpeMs kak Tpu obpasua (I'mbpupn 7, Tmbpun 4, I'mOpua 6) HEe BHHCHIBAIUCH B OOLIYIO
KOPPEJISALUIO, HO TIPY 3TOM BHYTPH CBOEH I'PYIIIBI OHU €€ MoKa3biBau (puc. 37).

[ToMUMO CTPYKTYpHBIX B aHadu3 OBLIM B3SITHI JBa PEryJISTOPHBIX I'€Ha-aKTHBATOpA
cunreza (aaBonouaoB StHYS5 u StJAF13(=GL3). Jlas peryisaTopHbIX T'€HOB 3aBHCHMOCTH
YPOBHS IKCIIPECCHH OT COJIEP)KAaHUsI aHTOIIMAHOB B KIIyOHE BBISIBIICHO HE ObuIO (pHC. 38), B

TOM YHCJI€ BKIIIOYAs COTIOCTABIICHHE «OeIbIi Vs. (PHOIeTOBBII.

JAF13 HY5
0.25+ 0.8-

Pucynox 38 — Dkcnpeccusi perysisiTOpHBIX T€HOB MyTH OMOCHHTE3a aHTOIIMAHOB Y COPTOB U
rudopu1oB KapToders.

Takum 00pa3oM, BHepBbIe OblIa OXapakTepU30BaHA AaKTHUBHOCTH KITFOUEBBIX
CTPYKTYPHBIX M PETYJSITOPHBIX T€HOB, OTBETCTBEHHBIX 32 CHHTE3 aHTOI[MAHOB, y PA3IUYHBIX
COPTOB KapToQes, OTINYAOIIMXCS [IBETOM MSIKOTH U COJIEpKaHUEM B HEll aHTOI[MaHOB. JTO
UCCIIEIOBAaHUE CYIIECTBEHHO YINIyOJIsieT MOHMMAaHUE SKCIPECCHU ITHX T'€HOB B KIYOHSX
KapTodelss ¥ MOXKET ObITh MPUMEHEHO B CEJICKIIH COPTOB C IIBETHOW MSKOTHIO.

Onpeodenenue nammepHog JdKCHpeccuu 2eHo08 Ouocunmesa aHmMoOyuamo8 u ux
cooepocanus 6 knyonax copma CegepHoe cusnue npu 001208PEMEHHOM XOI00080M CHpecce
(+3°C, 7 mecayes). bpun onpeneneHbl U3MEHEHHS TPAHCKPUIIIMK JBYX T'€HOB OMOCHHTE3a
aHTonMaHoB — «paHHero» SICHS2 wu «mosnmuero» StDFR B nuHamMuke UITUTEIBHOTO
X0JI0ZI0BOTO cTpecca. Jlns aHanmm3a Obut B3AT copT CeBepHOE CHsIHHE, UII KOTOPOTO Oblia
xapakTepHa (proneToBas OKpacka MSIKOTH U KOXYpBI KIyOHs (mpuioxkeHue, tadn. I11) kak
pEe3yJIbTaT BBICOKOTO COJIEpKaHUs aHTOIHMAHOB (puc. 36). Tak kak ocTaibHBIE YETHIPE COPTa,

KJ'Iy6HI/I KOTOPBIX OBUIH KCITOJL30BaHLI B OKCIICPUMCHTAX 110 JOJITOBPEMCHHOMY XOJIOJOBOMY
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cTpeccy, ObLTHM C OeNOoN/KpeMOBOM OKpPacKOW MSKOTH W COJEpKalIH B JydIIeM CcIydae
CJICZIOBbIE KOJMYECTBA aHTOLMAHOB, TO OHM HE PAaCCMATPHUBAIMUCH. J{Is1 OMOXMMHYECKOTO H
9KCIIPECCHOHHOTO aHAIM30B UCIOJIB30Balach Ta ke mnpoba kiryoHel copra CeBepHOE CUSHUE
B Tpex Toukax oOTOOpa, 4YTO W MJi1 HCCIENOBAaHUS TE€HOB YIJIEBOJAHOrO oOMeHa U
KapOTHHOT€HE3a.

[TpoBeneHHbIE OMOXMMHUYECKUN aHATU3 COJCpKAaHUS AHTOIMAHOB B KIYOHSAX copra
CeBepHoe CUSHUE B JUHAMUKE JUTUTEIBLHOTO XOJOJOBOIO CTpecca MoKasaj, YTo COJepKaHue
9TOTO MeTaboJiTa B KIYOHSX, OTOOpaHHBIX B (peBpasie mocie 4 MecsaleB WHKyOaIluu IMpu
+3°C, nmagano (Ha 29%) u npojaosmkano He3HauuTenbHO (Ha 8,4%) cokpamatees mociie 7

MecsieB cTpecca (puc. 39A).
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Pucynok 39 — Usmenenue coaepkanust antonuanoB (A) u skcrnpeccun reHoB StCHI (b) u
StDFR (B) B xnyOnsax copra CeBepHOE CHUSHUE B OTBET Ha JJIMTEIBHBIN XOJOIOBEIN cTpecc
(+3°C; 4 u 7 mecsueB). 3HauMMble pa3IMyusl SKCIPECCUU MEXKAY OpraHaMU pacTeHHUs NpHU

#°p<0,05.

Kak BugHO W3 pucyHka 39, ecnu cojaepikaHHWe aHTOIIMAHOB B TIEPUOJ CEHTSAOPb-
(deBpanb COKpaTHIIOCh Ha TpeTh, TO dKcnpeccust u rera StCHS2, u StDFR pesko magana (B 6
pa3) mocine 4 MecsueB MHKyOanuu KiyoHed mpu +3°C, 1oxonas 10 CIIE€AOBBIX KOJIMYECTB
nociae 7 MecsleB X0J0A0BOro crpecca. IlomydeHHbIe 3KCIPECCHOHHBIE JaHHBIE B 1IE€JIOM
COBIAJall C JAaHHBIMA TIO COKpAIIEHUIO COJAEP)KaHUS AaHTOIMAaHOB B KIYOHSX copTa
CeBepHOE CHSHHE TIpH JUIMTEILHOM HH3KOTEMIIEpaTypHOM XpaHeHHH. Hekoropoe
COKpAIlleHHEe KOJIMYECTBa AHTOIMAHOB M W3MEHEHHE OHKCIPECCHUH HEKOTOPBIX TI'€HOB
O6unocuHTe3a ObUIO paHee MOKa3aHOo Ul XOJIOJOBOIO XpaHEeHUs IJIOJ0B MAHTo B TeueHue 1,5
MmecsieB (Sudheeran et al., 2018).

Onpedenenue codepoicanusi aHMOYUAHO8 U NAMMEPHO8 IKCAPECCUU CMPYKMYPHBIX U
PecyNAMOPHbIX 2€H08 6 TUCMbAX S. tuberosum npu KpamkospeMeHHOM X0J00080M Cmpecce
(+3°C). B cimyyae aHTOLMAHOB OBUIO MHTEPECHO OIPENENUTh OTBETHYIO PEAKLHUIO0 T'€HOB

AHTOIIMAHOBOI'0O IMIYTU HaA KpaTKOBpeMeHHBIfI XOJ'IO}IOBI:Iﬁ CTpECC B JIUCTBAX COPTOB
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KapTodes, KOTOpbIEe OTIUYAIOTCS OKPACKOH M, COOTBETCTBEHHO, COJEPKAHUEM aHTOLMAHOB.
Jnst uccnenoBanusi ObUIM BBIOpaHBI pacteHusi copra Jlemu Kidp ¢ 3eneHol OKpackoid

JMCTOBOM TUIaCTHHBI U uHuu ['ubpu 1 ¢ puoseToBoit okpackoii mucThes (puc. 40).

Pucynox 40 — Oxpacka nauCTOBOW macTWHBI pacteHuid copra Jlemm Kimdp (A) m nuHUM
I'ubpun 1 (b).

Omnpenenenue coaep:kanus antoruaHoB W BwiaeneHue PHK mpoBoaunmu Ha Tex ke
JTMCTOBBIX Mpobax copta Jlemu Kimp u mpu Tex e ycloBHIX KPAaTKOBPEMEHHOTO X0JI0A0BOTO
ctpecca +3°C, uro u ana kapotuHouzoB (puc. 8): ‘K0’ (koHTposs npu +20°C), ‘6h’, ‘24h’,
‘48h’ (ctpecc B auHamuke) U ‘B12’° (BoccranoBienue nocine crpecca). s muaun ['ubpun 1
0TOOp MPOO MPOBOIMIICS B TEX KE YCIOBUSX.

AHAJIOTHYHO OIpPEACNICHUI0 KapOTHHOMIOB B JIUCThIX pactenuit coprta Jlegm Kimp
OblI MPOBENECH AaHAIW3 COACPNKAHMS AHTOIMAHOB METOJOM  CIEKTPO(POTOMETPHUHU.
buoxumuueckuii aHanu3 MokKasal, 4To COJepiKaHHe aHTOIIMAHOB B JIUCThAX copTa Jleau Kmap
YBEIMYMBAJIOCH TOCTe 6 YacoB XOJIOJIOBOW HMHKYOAaIluu, 3aTeM TMajnano mocie 24 dvacos
cTpecca M MOBTOPHO yBeanuuBaioch nocie 48 yacoB crpecca (puc. 41A). Bee BblsiBiIeHHbBIE

pa3inuua B HU3MCHCHUAX COACPIKAHUA I[MUIMCHTOB B aAHAJIU3UPYCMBIX TOUYKaAX ObLIH

nocroBepHbI (p<0,005).
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Pucynox 41 — W3meHenue conepkaHusi aHTOIIMAHOB B JIMCTBSX IMPOPOCTKOB KapTodems

copta Jlenn Kmp (A) u T'mOpug 1 (b) B oTBEeT Ha KpaTKOBPEMEHHBIH XOJIOJOBBIA CTpEcC
(+3°C). Oh — xonrtposms (+20°C), 6h, 24h, 48h — xomomoBbiii ctpecc 6, 24, 48y,
COOTBETCTBEHHO.
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V3MeHeHHne conep)KaHHWs AaHTOIIMAHOB B OTBET Ha BO3JEHCTBHS CTPECCOPHBIX
(dakTOpOB OBLTO TOKA3aHO IJISl IPYTUX PACTEHHUH, B TOM YHCIE B JUCTHAX MPH XOJIOJIOBOM
crpecce (Zhu et al., 2013; Ahmed et al., 2015). B cnydae kaprodens B JUCThIX HAMHU TaKXKe
OTMEYEHO IOBBIIIEHUE CHHTE3a AHTOLIMAHOB, YTO MOXKHO paccMaTpUBaTh KakK 3aIUTHYIO
PEaKUHUIO OT CTPECCOPHBIX BO3/ICHUCTBHIA.

Takum oOpa3om, moj JAEHCTBHEM XOJOIOBOTO CTpecca B JIUCTBHSIX MPOPOCTKOB
KapTodeis Kak y 3eaeHonuctHoro copta Jlenu Kiap, Tak u 'y puoneroBosnuctHoro I'nbpuaa 1
HaOJI0aeTCsl yBEIMYEHUE COJIEPKaHMUs AHTOLMAHOB, KOTOPBIE OKAa3bIBAIOT IPOTEKTOPHBIE
(GyHKIMKM B KadecTBE AHTHOKCHAAHTOB, CHIDKAIOT OCMOTHYECKHMH MMOTEHIMANl KJIETOK U
3alIUIIAIOT PACTEHHUs OT XOJIOI0OBOTO cTpecca. B To ke BpeMs copepikaHue KapOTHHOUIOB B
JUCTBAX JOCTOBEPHO HE M3MEHSETCS, TEM CaMbIM MOXXHO MPEINOJIO0XKHUTh, YTO HMEHHO
aHTOLIMAHbI U, CKOpee BCero ackopOaT (JlaHHbIE Hallel 1abopaTopum), ABISAIOTCS OCHOBHBIMU
AQHTHOKCHIaHTaMH NIPU KPAaTKOBPEMEHHOM XOJIOIOBOM CTPECCE B JINCTHIX KapTOQEs.

OKkcnpeccusi  2eH08  Ouocunmesa AHMOYUAHO8 6 YCIOBUAX KPAMKOBPEMEHHO20
X0710008020 cmpecca 8 TUCMbAX 3e/leHoAUcmHo2o0 copma Jleou Knsp u guonemogonucmmuoii
aunuu  Tubpuo 1. JInsg XapakTepUCTHKM NATTEPHOB HKCIPECCMM TE€HOB OHOCHHTE3a
AQHTOIIMAHOB B 3€JICHOJIMCTHBIX pacTeHusx copta Jleau Kidp B yclnoBUsSX KpaTKOBPEMEHHOTO
XOJIOJIOBOTO CTpecca OBLIM BBIOPAHBI ISITh KIFOYEBBIX I'eHOB OmocmHTe3za (StCHS2, StCHI,
StF3H, StDFR, StANS), oxBartbiBatoiue Bech myTh MeTabonusma (puc. 34). Takxe B aHanu3
ObUIN B3AThI F'€HbI TPAHCKPUMIIMOHHBIX (akTopoB StJAF13 n StHYS5.

AHamu3 skcnpeccuu B JUCThAX copra Jlegm Kimdp mokasan, 4ro y BCeX TE€HOB
NPOMXOMUT YBEIMUYEHHE TPAHCKPUIIIMH TMPH KPATKOBPEMEHHON WHKYOAIIMM pPACTCHUsS IpH
+3°C (puc. 42). Ilpu >TOM cleayeT OTMETUTh, YTO TMPHU XOJIOJOBOM CTpecce HaOIIoIaIcs
CXOJIHBIM MaTTepH dKcnpeccuu cTpykTypHbIX reHoB SICHS2, StCHI, StF3H u StDFR: cycrs
6 4JacoB cTpecca ypOBEHb TPAHCKPHUIIIMHM BCEX I'€HOB IMOBBIMAICS 2-5 pas, depe3 24 u 48
94acoB HAOJI0JAJIOCh CHIDKEHHE TPAHCKPHUIIIIMH WM JIOCTATOYHO PE3KOe, KaK B CIIydae TeHOB
StCHS2 u StDFR, wnm mnaBHoe, kak B ciaydae reHoB StCHI u StF3H (puc. 42). UaTepecHo,
yro B ciaydyae StDFR 3HauutenbHoe cHIKeHME Npu 24 9 CONPOBOKAAETCS MOBTOPHBIM
yBEIIMYEHUEM dKCIpeccuu nocie 48 4 crpecca. Kak u B ciiyyae moBesieHHs! IPH X0J0A0BOM
cTpecce reHoB (uromHCcHHTa3 StPSY, B BoccTaHOBUTENBHBIN mepuoy st reHoB StCHS2,
StCHI, StF3H nabmromanoch 3HauMTenbHOE yBenmdeHue (B 1,5-11 pa3) TpaHCKpumimu B
CpaBHEHHM KOHTpPOJIbHBIM YpOBHeM 110 cTpecca (puc. 42). Heckonbko HEOXHAaHHO OBLIO

OTCYTCTBHUC JOCTOBCPHBIX HU3MEHEHHUH OKCIIPECCHUU T'CHA StANS B otBer Ha XOJIOIOBBIN
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CTpecc, TaK KaK TPAHCKPUIILMS T'e€Ha BO BCEX AHAJIU3UPYEMbBIX TOYKAX, BKJIIOYAsl KOHTPOJIb,
OCTaBaJIaCh MPAKTUUYCCKU HEU3MEHHOU (puc. 42).
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Pucynok 42 — 3MeHeHHe TPaHCKPHUIMIMKA I'€HOB OMOCHHTE3a aHTOIMAHOB B JIMCThSIX COPTa
Jlenu Kip B OTBET Ha KpaTKOBpeMeHHbIH X0J10/10BbIi cTpece (+3°C) (0603HaueHHs CM. PHC.

30).

B cnydae ¢ ¢puoneroBomuctHeIME pacTeHusMEu ['nOpuna 1 ormeuaincs ropasno Ooinee
BBICOKHI YPOBEHb TPAHCKPHIIIIMU BCEX aHAIM3UPYEMbIX CTPYKTYpHBIX TeHoB StCHS2, StCHI,
StF3H, StDFR u StANS, no 7,5-100 pa3 mpeBbIIIaOMUN TAKOBOW B 3€JICHBIX JIUCTHSIX COpPTa
Jlemn Kimap make B OTCYTCTBHH CTpecca. ITO KOPPEITUPOBAIIO C COJACPKAHUEM aHTOIMAHOB B
JHCTBAX, TI€ coAepkaHue aHtoruaHoB y I'mbpuaa 1 B 10 pa3 mpeBocXoanino UX KOJIUYECTBO

B nmicThsx copra Jleau Kiap (puc. 43).
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Pucynok 43 — M3menenne tpanckpunmuu renoB StCHS2, StCHI, StF3H, StDFR u StANS B
JUCTHSIX C aHTOLIMAHOBOW okpackoi ['mOpuaa 1 B OTBET Ha KPaTKOBPEMEHHBIN XOJIOJIOBBIH
crpecc (+3°C) (o603nauenus cm. puc. 30).
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AHanmu3 dKcIpeccud B OOraThlX aHTOIIMAaHAMHM JTUCThsIX auHuK [ mbpua 1 mokasai, 4dro,
Tak *e Kak u B ciaydae pacteHuit Jlemum Kidp, y Bcex aHamm3upyeMbIX T€HOB OMOCHHTE3a
AQHTOLIMAaHOB MOKA3aHO YBEIMUYEHUE TPAHCKPUIIIUH MPU X0J010BOM cTpecce. [Ipuuem, Tak xe
KaKk U B JIUCThSAX 3€JICHOJUCTHOTO PACTEHHUs, MATTEPH SKCIPECCHH CTPYKTYPHBIX T€HOB
StCHS2, StCHI, StF3H u StDFR y I'mbpuaa 1 takxke cxomeH. Ho, B oTnuume oT pacTeHuit
Jlenu Kmap, rae Habmomaics OBICTPBIM OTBET, TO €CTh MAaKCUMAJIbHOE YBEIMUCHUE
JKCIIpeccuH 4epe3 6 YacoB crpecca, B JHUCThAX [ ubpunma 1 makcumansHoe (B 3 pasa)
yBEIIMYEHUE SKCIIPECCUH HabmomacTes yepes 24 yaca (puc. 42 u 43).

[Matrepubr Tpanckpunimu reHa StANS oTiawuanuch BpeMeHEM OTBETa, M MaKCHMYyM
MPHK 6b11 0TMeUeH uepe3 6 4acoB cTpecca.

WuTepecHo, uto yepe3 48 yacoB cTpecca Ui BCEX CTPYKTYPHBIX T'€HOB B JIMCTBSIX
['ubpuna 1 OBLIO JETEKTUPOBAHO PE3KOE TMaJeHUE YPOBHS TPAHCKPUIILIUU, KOTOpPOE HE
CONpOBOXKAAIOCH yBennueHneM ypoBHer MPHK B BoccTaHOBUTENBHBIN IEPHOL.

Takke TIOMHMO CTPYKTYpPHBIX TE€HOB B aHalu3 OBUIO B3STO JIBa TIeHA
TpaHKpUIIIIUOHHBIX (akTopoB StHYS um StJAF13, koTOpble CUMTAIOTCS aKTUBaTOpaMU
OMOCHHTE3a aHTOIIMAHOB U ISl KOTOPBIX IMOKAa3aHO y4acTHe B OTBETE PACTEHH Ha JIeHCTBUE

pa3m4HbIX abuoTndeckux crpeccopoB (Jin et al., 2022; Zhan et al., 2023) (puc. 44).
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Pucynok 44 — M3meHeHue skcnpeccuu peryiasTopHbix reHoB StHYS u StJAF13 GuocunTtesa
aHTonMaHoB JHUcThAX copTta Jlemu Kimsp (romyGoi rpadux) m T'mOpun 1 (dpuonertoBsiii
rpaduK) B OTBET Ha KPaTKOBPEMEHHbIH X0510/10BbI# cTpece (+3°C) (0603nauenus cM. puc. 30)

KpaTkoBpeMeHHBIN XOJIOIOBBIN CTpecC B JUCThAX PAacCTEHUIl ¢ pa3HbIM COJEpKAHHEM
AHTOITMAHOB TPUBOJIMII K N3MEHEHHIO TPAHCKPHUIIIIHA PEryIaTOpHbIX TeHoB StHYS5 u StJAF13.
[Ipu 3TOM wuHTEpecHO, 4TO TpaHcKkpummus TeHa StHYS xoppemmpoBama ¢ mpodriem
HKCHPECCUM CTPYKTYPHBIX T'€HOB OMOCHMHTE3a aHTOILMAHOB: Yy 3€JIE€HOJUCTHOro copra Jlenn
Kiap Habmroanochk 3HaYUTEIHHOE MOBBILICHHE YPOBHS TPAHCKPHIILIMYU Yepe3 6 4 X0JI00BOTO
CTpecca; KOTOPOe COMPOBOXKIAIOCH PE3KUM CHIDKEHUEM YPOBHS TPAHCKPHITIIUH CIYCTS 24 4
u 48 Y XOJOIOBOTO CTpecca W yBenuueHWeM TpaHckpummmu (11-22 pa3) B

BOCCTaHOBHUTEIbHBIN nepuona. B cj1ydac FI/I6pI/I,Z[a 1 moBbIIICHUE TPAHCKPHUITIHUN ObLIO OOJIEe
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IUTABHBIM M, KaK B CJIy4ae CTPYKTYpPHBIX T€HOB, JOCTHTajlo MakcuMyma uepe3 12 yacos
cTpecca, Janee C pPe3KHM IMaJeHHeM Oe3 MOBBIIIECHUS B MEPUOJ BOCCTAHOBIICHHS IIOCIE
crpecca (puc. 44).

B cnyqae T® StJAF13 y 3emeHONMCTHOrO pacTeHUs MPU XOJOJIOBOM CTpecce
MOJIHOCTBIO ~ TIOBTOPSIETCS  TATTEPH  CTPYKTYpHBIX T'€HOB, B TO BpeMs Kak Yy
(HOIETOBOIMCTHOTO HAOIIOMAETCSI YMEHBIICHHWE SKCIPECCMH Mociie 6 4YacoB cTpecca
pe3Koe MajieHue B OCTAIbHBIX TOUKax (puc. 44).

AnTouMaHbl, SBISASACH  AG(EKTUBHBIMU  AHTHOKCHJAHTAaMH, 3a CYET CBOMX
THIPOKCWIBHBIX Tpynn nornomaT ADPK U HeHTpanusyloT paaukaibl, MO3TOMY OOBIYHO
pacTeHHsT BBIPAOATHIBAIOT AHTOIMAHBI JJII YMEHBIICHUS OKHUCIUTEIBHOTO TOBPEKICHUS,
BBI3BAHHOT'O HAMPSMYIO WM KOCBEHHO HU3KOoTeMmepaTypHbiM cTpeccoM (Chinnusamy et al.,
2007; Zhang et al., 2019). ITosTomMy BbIpabOTKa AHTOLMAHOB MOJOKUTEIBHO PEryIUPYETCSI
T®d, KoTOpbIE AKTUBUPYIOT SKCIIPECCUIO TEHOB OMOCHHTE3a aHTOIIAHOB.

Panee nns psima BUmoB pacTeHuid (BUHOTpA, sI0JI0HS, anelIbCHH, KYKypy3a, Tadak, Jai
u Jp.) Obula MoOKa3aHa CBA3b MHIYKIMM CHUHTE3a aHTOIMAHOB IPHU XOJOIOBOM CTpecce C
MOBBILICHUEM IKCIPECCUU CTPYKTYPHBIX U PETYIATOPHBIX TeHOB UX OmocuuTe3a (Mori et al.,
2005; Crifo et al., 2012; Li et al., 2017). B cnyuae kapTodens Mbl Takxke HabI01aeM, BHE
3aBHCUMOCTH OT KCXOJHOTO YPOBHS COJEpKaHHWS aHTOIMAHOB, YBEIHYEHHE CHHTE3a
AQHTOLIMAHOB B JIMCTHSX IPU HU3KOTEMIIEPATYPHOM CTpecce, KakK pPe3yJbTaT IOBBIIICHUSI
TpaHcKpUniuu TeHoB TD U perynupyeMbIXx UMH «PaHHHUX» U «IIO3HUX» T€HOB OMOCHHTE3a
AQHTOIIAHOB.

Takum ob6pasom, BriepBsie i S. tUDErosum mpoBesieH aHATU3 TPAHCKPHUIIIIUK 7 T€HOB,
OTIPENIeNAIONINI CHHTE3 aHTOIIMAHOB B JIUCTHSIX MPHU XOJOJAOBOM CTpEcCe; MOKa3aHO, YTO B
JUCTHSIX KapTodens, BHE 3aBUCUMOCTH OT COJIEp>KaHUsl B HUX aHTOLIMaHa, KPATKOBPEMEHHBIN
XOJIOJIOBBIM CTpecc MPUBOAMI K 3HAUUTENHHON aKTHUBALMM TPAHCKPHUIILUU CTPYKTYPHBIX
(StCHS, StCHI, StF3H, StDFR) u peryastopubix (StHY5, StGL3) renoB mytu: uepes 6 4acoB
(B ciydae 3€JICHOJMCTHOTO pacTeHus) win uepe3 24 dvaca (B ciydae (UOIETOBOIUCTHOTO
pacTeHus) cTpecca — ypoBEHb TPAHCKPUIITOB MOBBICUJICS B 2-5 pa3 U 3aTEM CHIKAJICS.

B o0oux caydasx BBISBIEHA KOPPENSIHS MEXKIY COACPKAHHEM AaHTOIMAHOB H

NaTTCpHAMM SKCIIPECCUN I'€HOB UX OuocHuHTE3a IIpU KPAaTKOBPEMEHHOM XOJIOJOBOM CTPECCE.
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SAK/IIOYEHUE

[ToHnMaHMe MOJIEKYISIPHO-TEHETHYECKMX MEXaHU3MOB, JISKAIIMX B OCHOBE BIMSHUS
KPaTKOBPEMEHHOTO0 W JUIMTEIIBHOTO XOJIOJIOBOIO CTpecca M Mpolecca  XOJIOJOBOTO
OCaxapuBaHHs Y COPTOB M THOPHIOB KapTOQels, SIBISETCS BAXKHOW HAYYHOH U MPAKTHUECKON
3ajaueil. B cBA3M ¢ 3TUM 1enbl0 JaHHOW paboThl CTaja oOleHKa (DYHKIMOHAIBHOU
AKTUBHOCTH TEHOB YIJIEBOJAHOTO MeTaboiM3Ma M TEHOB BTOPUYHOIO MeTabosm3ma
S. tuberosum B OTBET Ha JJIMTEIbHBIN U KPATKOBPEMEHHBINH HU3KOTEMIICPATYPHBIH CTpecC.

Jlnst ompeneneHuss TEHOB, M3MEHSIONIMX SKCIPECCHIO MPH JUTMTEIBHOM XOJI0I0BOM
cTpecce, ObLT MPOBEICH TPAHCKPUITIMOHHBIA aHAMM3 KIyOHel kaprodens copra Jlemu Kiop,
OTOOpaHHBIX B TPEX BPEMEHHBIX TOUKax: 10 nomemieHus Ha +3°C (0 mec), gepes 3,5 mecsieB
(3,5 mec) u 6,5 mecsiues (6,5 mec) xpanenus npu +3°C. CeKBeHUpOBAHUE MIECTH OMOIMOTEK
Ha tiarpopme Illumina HiSeq 2500 u mnocnenyromuii OGuoMH(DOPMAIMOHHBIN aHATH3
nmo3BoJni uaeHTuduimponars 23 425 (0 mec), 22 601 (3,5 mec) u 22 576 (6,5 mec) reHOB,
4yT0 oxBaThiBacT 24 957 u3 32 873 aHHOTHPOBAHHKIX TeHOB KapTodes. [Tpumepro 500—600
TeHOB OB KOJKCIIPECCHPOBAaHBI MEXy MapaMu CTaiuid. Bbuto BBIBIEHO, YTO B 00pa3max
3,5 mec u 6,5 mec ipoTrB 0 MEC OCHOBHbBIEC H3MEHEHUS B PETYJISALIMU TEHOB U METab0JIM3Ma BO
BpeMsl  XOJIOIOBOTO XpaHEHWsI BbIpakaloTcs B  aktuBauuu J[OI, cCBs3aHHBIX C
MeTabOTHIECKUMU My TSIMH, TPAHCKPHUITIIMOHHBIM anmaparTom, TPaHCIISANCH,
MOCTTPAHCIISAIIMOHHBIMU  MOJU(HUKAIMAMHI, a Takke B TNOHWkKaromen perymsimaun JOT,
CBSI3aHHBIX C (POTOCHHTETUYECKUMH MYTSAMHU U BTOPUYHBIM MeTabonu3MoM. OOHapyKeHHbIE
U3MEHEHHS B HKCIPECCHM ObUIM KOJIMYECTBEHHO CXOXHU Juist map 3,5 mec vs. 0 mec u 6,5 mec
vs. 0 Mec, HO B TO XK€ BpeMs ObUIM BBINIE, YyeM g map 6,5 mec vs. 3,5 Mec, 4TO MOXKET
CBHUJICTEJILCTBOBATh O TOM, YTO HamOojiee CYIIECTBEHHBIE W3MEHEHHs TPaHCKPHITIIMOHHON
AKTUBHOCTH MPOUCXOJIAT B KIYOHSX B MEPUOJI IEPBHIX 3,5 MECSIEB XOIOJOBOTO XpaHEHUSI.

[TomMuMO OXHMIAEMBIX M3MEHEHUI B JKCIPECCHUU TE€HOB 0O- U [(-aMuia3, MHBEpPTa3,
KpaxMall- ¥ caxapo30CHHTa3 W APYIHMX W3BECTHBIX T€HOB YIJIIEBOAHOTO OOMEHa, Ui psija
TCHOB/CEMEWCTB TeHOB S. tuberosum, Takux Kak reHsl TpaHciokatopsl cemeiictBa SWEET
(SWEET10, 12, 15), rmokan sum0-1,3-prmoko3uaas 8, 13, a- ramakrosumgassl 3 (AGAL3),
rajakrypono3mn tpaHcdepassl 8 (GAUT8), ¢pykro3o-1,6-6udocdarassr  (FBPase),
docdormokanpocdarassl (DSP4) BriepBbie OBUTO TOKA3aHO yYaCTHE B OTBETE HA XOJIOOBBIN
cTpecc B KITyOHsX. CieyeT OTMETHTD, UTO JJIs HEKOTOPBIX 3TUX T€HOB, HAIIPUMED, /ISl TEHOB
SWEET10, 12, 15 BooOm1e Obljia HEM3BECTHA UX (YHKIMS y PACTEHUH, a TPAHCKPUIITOMHBIH
aHAJIU3 HE TOJBKO IMOKa3al WX BOBIIEYCHHOCTh B XOJOJOBBIM OTBET, HO W TO, YTO TEHBI

SWEET12 u SWEET15 kaprodens HHIyIHPYIOTCS XOJIOA0BBIM CTPECCOM.
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Tak kak KapoTHHOWABI W (IIABOHOWIBI SBISIOTCS BTOPUYHBIMUA META0OIUTaMHU,
YYaCTBYIOIINE B AHTUCTPECCOPHOM 3alIUTE PACTHUTEIBHBIX KIETOK, ObLT IPOBEACH JIETAIBHBIN
aHAJIU3 SKCIPECCUHU I'eHOB UX OMOCUHTE3a B YCIOBUSX JIUTEIBHOTO X0JIOA0BOI0O CTpEcca.

[IpoBeieHHBIN TPAaHCKPUIITOMHBIA aHainu3 BbiABWI 14 JIDI', CBA3aHHBIX C CUHTE30M
KapOTUHOWJIOB B JMHAMHKE XOJIOJIOBOTO XpaHEHUSs, I OONBIIMHCTBA KOTOPHIX OBLIO
MOKA3aHO 3HAYUTEIFHOE YMECHBIIICHUE TPAHCKPHUIIIIMOHHON aKTUBHOCTH B KITyOHSIX YXKe uepe3
3,5 MecseB XOJIOAOBOrO0 XpaHeHHWs. Takke aHalnu3 TPaHCKPUNITOMOB BhiIBHI 29 JIOT,
CBS3aHHBIX C CHHTE30M (DIIaBOHOHMIOB, KOTOPHIE MOXXHO pa3leIWTh Ha JIBE TPYIIbBI IO
npo(UITI0 U3MEHEHUH SKCIPECCUU: OJHA BKJIOYaeT 14 TeHOB Havana (IaBOHOWIHOTO ITYTH,
JUTSE KOTOPBIX XapakTEPHO PE3KOE YMEHBIICHHE YPOBHEW TPAHCKPUMIMH YxkKe depe3 3,5 mec
XOJIOJIOBOTO CTpecca, KOTOpoe coxpansercs 10 6,5 mec, apyras BkioudaeT 11 reHoB, B TOM
yrciie OMOCHHTE3a aHTOLIMAHOB, JJIsi KOTOPBIX MOKA3aHO YBEIMYEHHE dKCIpeccuu uepes 3,5
Mec u/mim 6,5 Mec cTpecca.

AHAJOTHYHBIA JOKCIEPUMEHT C JUTUTCIBHBIM XOJOJIOBBIM BO3JCHCTBHEM OBLI
MPOBEJICH C UCIONIB30BaHUEM MATH copToB Kaptodens: bapun, Kpacapuuk, YTpo, CeBepHoe
cusinue, Hanexna, pasnuyarommxcs IO CPOKaM XOJIOJAOYCTOMYHMBOCTH, COACPKAHHUIO
Kpaxmalia B KIYOHSX, COJIEPKaHUI0 KApOTHHOUIOB U aHTOIMAHOB. B yCIIOBUSAX JTITUTEIIHHON
(4 u 7 mec) xomomoBoir mHKyOaruu (+3°C) B KIyOHSX TATH COPTOB KapTodens ObuLTH
oTpezieNieHbl MaTTEPHBI SKCIPECCUU JAEBITH I€HOB yrieBoaHoro odmena, StGBSS, StSUS4,
StAGPase, PAIN-1(StVinv), StGWD, StAmy23, StBAM1, StBAM9, StAl, cBs3aHHBIE C
METabO0IM3MOM KpaxMayia u JUIsl KOTOPBIX 10 TPAHCKPUIITOMHBIM W JIUTEPATYPHBIM JTaHHBIM
MOKa3aHa CBSI3b C XOJIOAOBBIM cTpeccoM W/miu ycrouuBocThio K CIS. Jlnsg psina reHoB
HAOIOTATCh  COPTOCTIEITU(UIHBIC TATTEPHBI. bBBUIO TIOKa3aHO CXOJCTBO TMATTEPHOB
skcnpeccun anst StSUS4, StGWD, StAmy23, StBAM1, StBAM9 u StAl. ¥V Bcex coptoB
HAOMIOIaNCh 3HAUUTENbHBIE H3MEHEHHUS YPOBHEW OHKcrlpeccud (TIOBBIIIEHHUS] B CIy4yae
StSUS4, StGWD, StAmy23, monmwkenue B ciyuae StBAM1, StBAM9, StAl) B kinyOHsX mocie
7 MecsIleB XOJOJOBOTO CTpecca, B CPaBHCHHH C CEHTSIOpPhCKMM 110 3akiangku Ha +3°C.
[TaTTepHBI SKCTIPECCHH COBMAAANN JAHHBIMH aHATN3a TPAHCKPUTITOMA.

Jns renos StGWD, StAmy23, StBAM1, StBAM9, StAl BrepBsie mokazaHa KOpPEsIIIHs
(TTOTOXUTENbHAS ¥ OTPHUIATENIbHAS) ¢ U3MEHEHUEM COJICPKaHHs Kpaxmalla © MOHOCaXapoB
(rroko3a, GpyKTo3a) B IMHAMUKE JUIUTEIHLHOTO XOJI0J0BOTO CTpecca.

OcHOBBIBasiCh Ha TPAaHCKPUNTOMHBIX JIaHHBIX, Ui OOJee JeTalbHOr0 CTPYKTYPHO-

(I)YHKI_II/IOHB.HLHOPO aHaJIn3a pCIICHO OBLIO C(I)OKYCHpOBaTBC}I Ha réHax I/IHI‘I/I6I/ITOpa aMuJia3
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StAl, rena a-ammnasel StAMy23, kKak 3HAYUMBIX, HO MaJIOUCCIIEIOBAHHBIX T€HAX YTIICBOJIHOTO
MeTaboJIM3Ma, a TAK)KE OCHOBHBIX TeéHaX OMOCHHTE3a KapOTHHOMJIOB U AaHTOIIMAHOB.

BriepBbie Obuln mosryyeHs! (aMIUIM(ULIMPOBAHBI, KJIOHUPOBAHbI, CEKBEHUPOBAHbI) U
OXapaKkTEepHU30BaHbl IOCIEIOBATEIBHOCTH T'€HOB MHruOuTOopoB ammia3z Al y obpasuos 12
BUZOB KIIyOHEOOpa3yroIIUX JAUKOPACTYUIMX W KYJIbTUBUPYEMBIX BHJIOB KapTodess
pasnuuHbIX cepuii cekuuu Petota. [IokazaH BBICOKMI MeX- M BHYTPUBHJIOBOM YPOBEHBb
noauMopdusMa, BbIABICHO 42 amuienbHbIX BapuaHTa reHa Al m 36 BapuaHTOB O€IKOBBIX
nocsenoBarenbHOCTEN. bbul IpoBeeH aHaIN3 TOMEHOB U MOTHBOB, @ TaK)K€ CPABHUTEIIBHOE
MonenupoBanue tperuuHoi (3D) crpykrypsl Oenka. BwisBIeHHOE CXOACTBO JIOMEHOB U
MOTUBOB Al 0€IKOB U X TPETHYHOU CTPYKTYPHI Y BCEX aHATM3UPYEMbIX BUIOB YKa3bIBaeT Ha
(GYHKUMOHAIBHO NPaBUIbHBIN O€JIOK; NPUCYTCTBUE/OTCYTCTBHE MOTHBA 7 3HAUUTENILHO HE
BIMSET Ha (PYHKUIMOHAIBHOCTh OelKka M He MemaeT (hOPMUPOBAHHIO TpaHCMEMOpaHHON
cnupand. CXOJCTBO JOMEHOB M MOTHMBOB Yy KIyOHEOOpasymoIIuX BHIOB Kaprodemns, y
HekTyOHeoOpasyromiero Buaa S. etuberosum u y BHIOB TOMAaTOB TOBOPUT O BaKHOCTH
JAaHHOTO OeJiKa Ui YIJIeBOJAHOr0 0OMeHa pacTeHuUH.

Briepsble npoBeneHHbIN aHanu3 nocieaoBaTenbHocTeit reHoB Al y 36 copToB 1 TuHMMA
KapTodens TakkKe BBIIBIII KpailHe BBICOKMH Kak Hykimeotuasbii (21,3%), Tak
aMUHOKUCIOTHBIN nonumoppusm (33,0%). B pesynbrare wuccienoBaHuss COpTOB ObUIO
oOHapyxeHO 70 BapHMaHTOB HYKJICOTUIHOM IOCIEN0BaTeIbHOCTH W 69 BapuaHTOB
aAMHHOKHUCIIOTHOH MOCIe10BaTeIbHOCTH.

VY Bcex 00pasloB B3STHIX B aHaIM3 BUAOB KapTodens Hambosee BBICOKHI ypOBEHb
TPAHCKPHIIIUU OBUT JETEKTHPOBAaH B KIyOHsAX. Y copra Hamexnma skcripeccust StAl Owina
BBISIBIICHA BO BCEX aHATM3UPYEMBIX OpraHax, Kpome cTeOIIst, ¢ MAKCHMYMOM B KITyOHE.

BriepBble Obl1 OxapakTepu3oBaH MpOQuMIIb SKCIPECCUU TeHa o-amuiiazbl StAmy23 B
pasIMYHBIX OpraHax M TKaHAX (JIUCT, cTe0elnb, IO, CTOJIOH, KOpEeHb U KIyOeHb (MSKOTb,
KOXypa)) pacTeHuil kapTodens y TpeX COPTOB, Pa3NUYAIONIUXCS COJACpKAHUEM Kpaxmalia B
kyonsx. [lokazano, uto StAMy23 TpaHCKpHOUpYeTCs: BO BCEX aHATM3UPYEMBIX OpraHax M He
XapakTepu3yeTcs MPEeUMYIIECTBEHHOM »JKclpeccuell B KIYyOHSX: y BCeX TpeX COpPTOB
KapTodels B BEreTaTUBHBIX OpraHax M B IUIojax, skcrnpeccust StAmy23 6suta B 1,5-2,7 pasa
BBIIIIE, YeM B KIIYOHSX (CyMMapHO B KOXKype M MSKOTH). BBICOKHIT ypOBEHb TPaHCKPUIITOB
StAmy23 B (hOTOCHHTE3UPYIOMUX TKAHAX PACTCHUH KapTOQeIs CBHICTEIBCTBYET 00 YyIaCcTHH
depMeHTa B peryimsuun MeTabonu3Ma KpaxMaia He TOJIBKO B KIyOHSIX, HO TaKXe U B JAPYrHX
KaK BEreTaTUBHBIX, TaK M TE€HEPAaTUBHBIX OpraHax s MOJAJEepXaHUs IPOLECCOB pocTa

pacTeHus, a Takke B GOPMUPOBAHUHU OTBETA HA A0MOTHYECKHE CTPECCHI.
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[IpoBeneHHBII  KOPPENALMOHHBIA  aHANM3  MEXAYy  OWOXMMHUYECKUMH U
TPAHCKPHUILIMOHHBIMA  JAQHHBIMH B  KIYyOHSX TIO3BOJMJ  BBISIBUTH  IOJIOKUTEIBHYIO
KOPPEJSILIUI0 MEXAYy YpOBHEM TpaHcKpumuuu StAmy23 u comeplkaHueM Kpaxmania, HO He
COJIep’)KaHUEM pPEIyLHPYIOIIUX CaxapoB, YTO MOXXET TOBOPUTH O TOM, 4TO, IO Bcel
BUJIUMOCTH, aKTUBHOCTh 0i-aMuJIa3bl Amy23 JOIMOJIHAETCS TakKKe aKTUBHOCTBIO [-ammiias, a
TaKXe IPYruMHu (epMeHTaMU MeTaboIM3Ma Kpaxmaa, pekie BCero, MHruOnTopamMu aMmusias3
U Pa3InYHbIX UHBEPTA3.

BnepBbie  monyueHa M OXapaKTepu3OBaHa  IMOCJIEIOBAaTEIIbHOCTh  I'€HOB
¢uronncunTazel StPSY1 u StPSY2 y nsiti copToB KapToderns, OTINYAIOLINXCS COACPKAHUEM
KapOTHHOHUIOB B KIIyOHE, U OmpeseieHa ux BapuabenbHOCTb. MeKCOPTOBOM momuMophu3M
9K30HOB 00OMX I€HOB OKAaszaliCs KpalHe HM3KUM: ObLI0 BhIABIcHO 9 (StPSY1) u 14 (StPSY2)
SNPs, 6071bIIMHCTBO U3 KOTOPHIX OBLIO JJOKAIM30BAaHO B MEPBBIX IK30HAX.

AHanmm3 HYKJICOTHIHBIX U aMHHOKHCIIOTHBIX IOCJIEI0BATEIbHOCTEH (PUTOMHCHUHTA3
KapToderns MOATBEPKIAIOT JaHHBIE O BO3MOXXHOM BO3HUKHOBeHWMHM PSY1 m PSY2 B
pe3ynpTaTe  AYIUIMKAIMM  TeHA-TIPEAIISCTBEHHHMKAa €  BO3MOXHOW  IMOCIEayoIen
GbyHKIIMOHATBHOU AUBEpCcUUKAIICH.

BriepBpie ObUT TpOBEIEH aHaIM3 TPAHCKPHUIIIMKM TEHOB (UTOMHCHUHTA3 TIPH
KpaTKOBPEMEHHOM X0J0/10BoM cTpecce (+3°C, 48 wyacoB) B nucthsax coprta Jlemu Kiop.
[TokxazaHo, 4TO B OTBET Ha KPAaTKOBPEMEHHBIN XOJIOJOBBIN CTPECC COAepKaHNe KapOTHHOUIOB
CyllecTBeHHO He MeHseTcs. IIpu 3ToM mokaszaHa akTHBAlMs HKCIPECCHM BCEX TPEX I'€HOB
PSY B muctesix kaprodens. Brepsrie O0puta BeisiBiiena MPHK rena StPSY3 B Tkansax mmcta
KapTtodelns, Tak Kak paHee CUYUTAIOCh, YTO 3TOT T€H TPAHCKPUOMPYETCS TOJIBKO B KOPHSX.
Okcnpeccusi Bcex Tpex reHo StPSY ycwimBaercs mpu BO3ICHCTBHM X0J10J1a, HO B pa3HOM
crenenn: StPSY1 — B 3HauntensHO Oonbieit, uemM StPSY2 u StPSY3, mpu stom ren StPSY1
OTBEYAET 3a «OBICTPHII» OTBET Ha JeicTBUE cTpeccoBoro ¢akropa (6 u crpecca), a StPSY2 —
3a Oojee «IMO3IHUN» OTBET MpH MpPOJOJDKAIoIIeMcs Bo3aeWcTBuM cTpecca (24 4). U B
pe3ynapTaTe Takoe TAaHJAEMHOE HW3MEHEHHE YPOBHEW TPAHCKPUIIIIMH MOXET IPHUBECTH K
aKTUBHOMY CHHTE3y (DUTOMHA — IpEeJIIeCTBEHHUKAa BCEX KapOTHMHOMJIOB, M, KaK PE3yJbTarT,
3alIUTe KJIETOK OT CTPECCOBOTO BO3JAEHCTBHs. BBIABICHHBIN BIepBbIE MATTEPH AKCHPECCHU
StPSY3 He moBTOpsT TMpodHIM TPAHCKPHUIIMK JABYX APYTrHX TE€HOB (PUTOMHCHUHTA3 W
JOCTAaTOYHO CHUIIBHO M3MEHSJICS MTPH CTPECCOBOM BO3ICHCTBUU.

Taxoke BrepBble ObUT MPOBEAEH aHAIU3 TPAHCKPHUIILIUK T€HOB (UTOMHCHUHTA3 M
apyrux 13 reHoB, 0XBaTBIBAIOIIMX BECh MyTh OMOCHHTE3a KAPOTHHOWIOB, MPU JUIUTEIBHOM

(+3°C, 7 mecs1ieB) X0JIOIOBOM CTPECCE B KIIYOHSIX MSTH COPTOB KapTodesis, pa3inyaronuxcs
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coJepKaHWEM KapOTHHOMAOB B KIyOHsSX. Bce copra XapakTepu3oBaUCh CHIKEHHEM
OKCHPECCHM TeHOB, OTBEYAIOIIMX 32 CHHTE3 M pachaj KapOTHMHOHIOB (32 HCKIIIOYCHHEM
OTJICNIbHBIX CITy4aeB), uepe3 4 u 7 MecsleB XpaHeHHs KIyOHEel mpu HU3KUX TeMIiepaTypax.
Junamuka o011ero cogepKanusi ’TUX MUTMEHTOB MPU TUTEITFHOM XOJI0JIOBOM BO3ACHCTBUU
3aBHCUT OT TEHETHYECKHX OCOOEHHOCTEH copTa, 4TO MOJYEPKHBAECT pOJb TEHOTHUIIA B
YCTOMYMBOCTH K BHEIIHUM YCIIOBHSIM. 32 MCKIIIOUYCHHEM IIOJIOKUTEIBHOW KOPPETSIHU
cpenHedt cuibl ans rera StPDS, 3aBuCHMOCTH MEXTy YPOBHSAMU TPAHCKPHUIIIMU OTAEIbHBIX
TeHOB U CYMMAapHBIM COJIep>KaHUEM KapOTHHOMIOB BISIBICHO HE OBLIO.

Taxxe BrepBbie st S. tuberosum mpoBeleH aHadW3 TPAHCKPHIIIMUA CEMH TCHOB,
ONPENIETSAIONINA CUHTE3 aHTOLIMAHOB MpU KpaTkoBpeMeHHOM (48 udacoB, +3°C) x01010BOM
CTpecce B JUCThSIX JIBYX COPTOB, OTIMYAIOLIUXCS COACPKAHUEM aHTOIMAHOB U MMOKa3aHO, YTO
B JIUCTBSIX KapTo(demnss KPaTKOBPEMEHHBIM XOJOJOBBIA CTpecC MPUBOAMI K 3HAYUTEIBHOMN
AKTUBAIMH TPAHCKPHUIIIUH CTPYKTYPHBIX M PETYISTOPHBIX T'€HOB OMOCHHTE3a aHTOLIMAHOB:
yepe3 6 4YacoB (B ciydae 3€JCHOJIMCTHOIO pacTeHus) wiM d4epe3 24 wyaca (B ciydae
(bHOIETOBOIMCTHOTO PACTEHHUs) CTPecca, YPOBEHb TPAHCKPHUIITOB MOBBICUICS B 2-5 pa3. B
000MX CIIy4asiX BBISIBJICHa KOPPENSIHS MEXAY COJEp>KaHHEM aHTOIMAHOB W MaTTepHAMHU
OKCIPECCHH TEHOB X OMOCHHTE3a MPH KPATKOBPEMEHHOM XOJI0JI0OBOM CTpEcce.

ConepxaHre aHTOLMAHOB B (hHOJIETOBOOKpAIIEHHBIX KiIyOHsX copra CeepHoe
CHSIHUE B TUHAMUKE OIUMENbHO20 X010008020 cmpecca (+3°C, 7 mecsiieB) B KIyOHSIX yepe3
4-7 MecsIleB XOJIOJIOBOM MHKYOAallMd COKpPATHJIOCh HA TPETh, MPH 3TOM HKCHPECCHs T€HOB
onocunTeza antonuaHoB StCHS2 u StDFR pesko mamanma (B 6 pa3) mocie 4 MecsieB
nHKyOaruu kiyoneu npu +3°C, 10X0/1s 10 CIEJOBBIX KOJUYECTB MOCIe 7 MECSIIEB CTpecca.

Takum o00pa3om, B JaHHOW JUCCEPTAIIMOHHOW paboTe TPOBEICHAa OIleHKa
(GYHKIIMOHATBHOW aKTUBHOCTU T€HOB YTJIEBOJHOTO BTOPHYHOTO METabOJIM3Ma B KIYOHSIX U
JUCTHSIX COPTOB M TUOPHUIOB KapTodens B OTBET Ha JIUTENbHBIH W KPaTKOBPEMEHHBIN
HU3KOTEMIIEPAaTypHBI CTPECC, YTO MOXKET CII0OCOOCTBOBATH JIydIIeMy TIOHUMAHHUIO
MOJICKYJISIPHO-TEHETHYECKAX MEXaHH3MOB, JISKAIIUX B OCHOBE CTPECCOYCTOMYMBOCTH W
nporecca X0JI0J0BOro ocaxapuBaHusl y pacteHuit S. tuberosum.

Kparko mosyueHHbIE pe3ysnbTaThl MOKHO C(OPMYIUpPOBaTH B BUJE CIEAYIOIIUX
BBIBO/IOB:

1. TlpoBenmeHn aHamM3 TPAHCKPUIITOMOB KIyOHeH Kaptodens B mpormecce 6,5 mecsies
xosozaoBoro xpanenus (3°C). Haubonee cymecTBeHHbIE H3MEHEHHS TPAHCKPUITLIUOHHON
aKTUBHOCTH  OOHapyXeHbl B mepuoj nepBbiXx 3,5 wMmecsaueB. OmnpeneneHsl

T depeHIMATbHO IKCIPECCUPYIOLIUECS TeHbl, TPAHCKPHUMIMS KOTOPBIX H3MEHUJIACh
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Oosee yeMm B JIBa pasa, CBS3aHHBIE C YrieBOAHBIM oomeHoM (37 JIDI) u GuocuHTE30M
kapotunouioB (14 JIOI') u arrormanos (29 JI2I). s psiaa reHOB YriieBOAHOTO 0OMEHa
(SWEET-ynumnoprepos (SWEET 10, 12 u 15), rimokan 3u10-1,3-priaroko3umas 8 u 13,
a-ragakTo3ugassl 3 (AGAL3), ramaktyponosun tpancdepassl 8 (GAUT8), dpykro3o-1,6-
oudocdarassl (FBPase), hocdormokandocdaraser (DSP4)) BriepBbie MOKa3aHO ydacTue
B OTBETE HA XOJOA0BOM cTpecc B KiryOHsax kaprodemns. ['enst SSSWEET 12 u SSSWEET 15
KapTodeliss HHAYIUPYIOTCS XOJIOIOBBIM CTPECCOM.

B oTBer Ha JUIMTENBHBIA XOJOJOBOH CTpecc B KIYOHSX IISITH COPTOB KapTodems
MOKa3aHbl 3HAYMUTENbHBIE W3MEHEHHS AIKCIIPECCHU T'eHOB YIJIEBOJHOTO METadoIM3Ma:
noseimenue (StSUS4, StGWD, StAmy23) wim nonmkenue (StBAM1, StBAM9, StAl) B
CpPaBHEHHH C TMPEICTPECCOBBIM YPOBHEM; BBISBICHA KOPPEISIUS C H3MCHCHUEM
COJICpKaHUsl KpaxMajia W PEIylUpPYIOIIUX caxapoB. Pa3nmuuus maTTepHa SKCIPECCHH
JAHHBIX T€HOB B KIIYOHSX pa3JIMYHBIX COPTOB KapTo(desnst MOTyT CBHIETEIBLCTBOBATH O
TeHOTHIT-3aBUCUMOM PEryJISLUU OTBETA Ha JUTMTEIbHBIA X0JIOA0BBIN CTpECC.
Wnentudpunupoana  (amMmmpuIUpoBaHa,  KIOHHPOBaHA,  CEKBCHHPOBaHA) U
OXapaKTepHU30BaHa TOCIIEOBATEIILHOCTh I'eHa MHrHOMTOpa ammias Al y oOpasuoB 12
JMKOPAcTyIuX BuAoB U 36 coproB S. tuberosum. Iloka3zaHa BBICOKasi MEKBHUIOBAs
BapuabeIbHOCTh T'€HA, a TAaK)Ke KpailHE BBICOKMHA MOIMMOpP(H3M, KaK HYKJICOTHIHBINA
(21,3%), Tak u amuHOKUCIOTHBIH (33,0%) y COpTOB.

B oTBer Ha uMTeNnbHBIH XOJOZOBOM cTpecc B KIYOHSX MATH COPTOB KapToderns
MOKAa3aHO YMEHBIICHUE COJEPXKAHHUSA OOIIMX KAPOTHHOWIOB C XapaKTEPHBIM DPE3KUM
CHIDKEHHEM uepe3 4 Mecsma ctpecca. VI3MeHeHus: coiepikaHusl aHTOIMAHOB HE MMEIH
oOuiero narrepHa U ObLIIM COPTOCTEIIU(PUYHBIL.

UnentuduuupoBaHbl U OXapaKTepU30BaHbl MOCIEIOBATEIHHOCTH T€HOB (PUTOWHCHHTA3
StPSY1, StPSY2 u StPSY3. Iloka3ana akTUBaIus SKCIIPECCUU BCEX TPEX T€HOB B JIMCTHSIX
kaprodenss B OTBET Ha KpaTKOBpeMEHHBIH XxomnomoBoi crpecc (3°C, 48 u). Ilpu stom
StPSY2 yuactByer B ObicTpoM OTBeTe Ha crpeccop (6 1), StPSY1 pearupyer mozanee
(24 4), Torma kak StPSY3 BoBneueH u B paHHui (6 4), U Hambonee mo3gHuil (48 u)
OTBETHI Ha CTpecC.

Anamm3 skcripeccun 16 TeHOB OMOCHHTE3a KapOTHHOMIOB B KIYOHSX WSTH COPTOB
KapTodelns B TMHAMHUKE JUTUTEITBHOTO XOJIOJIOBOTO XPAaHEHHUs BBISBHII OOIIYIO JUIS BCEX
COPTOB TEHJCHLUIO K PE3KOMY CHUXEHHUIO YPOBHS TPAHCKPUNTOB TE€HOB B IEPHOJ
nepBbiXx 4 MecsdleB CTpecca, UTO KOPPETUpOBAIO C HM3MEHEHHEM COJepKaHHs

KapOTHHOMIOB.
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7. AHamu3 3Kcmpeccud 7 TEHOB OMOCHMHTE3a aHTOIIMAHOB y COPTOB KapTodens ¢ pa3HbIM
COJIEpKAHUEM aHTOIMAHOB B JIUCTHAX IIPU KPATKOBPEMEHHOM X0J10,10BOM cTpecce (+3°C,
48 4) mokasajl 3HaYUTEIbHYI0 aKTUBAIMIO TPAHCKPUMIIUK CTPYKTYpHBIX (StCHS, StCHI,
StF3H, StDFR) wu perymstopubix (StHY5, StJAF13) renoB myru: uepes 6 9
(3eneHonucTHOE pacteHue) win 24 4 (PUoJIETOBOIMCTHOE PACTeHUE) CTpecca YPOBEHBb

TPaHCKPUIITOB MOBBICWIICA B 2-5 pa3.
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IMPHJIO)KEHUE

Ta6muna I11 — Copra xaproders, B3sTbIE B aHAIU3.

Copt/Bupg Co3spesanue Oxpacka Conepxanue | BHewmnuit Bux
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OexeBast/
CBETIIO-XKENTast

Cesepnoe Cpennecriensiii | Cunsisi/ 14,7-15,7

CUsIHUE cUHe-nécTpast

Hanexna Cpennecniensiii | CeTiio- 13,9-17,9
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KpeMoBast
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Candup Cpenneno3mauii | ®ruoseToBbIi/ 15-16
buoneToBbIi

I'ubpun 7 Her nannbix Kenras/ Her nannbix
KpacHasi C
JKEJITHIM
oOpaMJIeHHeM Yy
KOXKYPBI

I'ubpun 4 Her nannbIx Kpacnas/ Her nannbIx
KpacHast
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['ubpun 6

Het nanHpIx

Po3omas ¢
JKEIITBIMU
ATHaMu/
po30Basi ¢
JKEIITBIM
o0pamMyIeHuEM Y
KOXKYPBI

Het nanueix

Carypna

Cpenuneno3nnui

JKenras/cserio-
JKeras

16,5-21,4

I'ana

CpennepanHuit

Kenrast/temHo-
JKenTast

10,2-13,2

Kpensim

Pannui

Kenras/xpemo-
Bast

10,0-12,1

JIro6aBa

Pannecnenbrit

Kpacnas/6enas

11,2-16,9

Mereop

OdeHb paHHUI

Kenras/ceerino-
JKenTast

12,0-14,9

Kurynesckuit

Cpennecnensiii

Kenras/ceerino-
JKenTast

12,5-15,0

®dasopur

Cpenunecnenblii

Kpacnas/
KpeMoBast

12,6-16,4

Benukaun

Cpennecnensiii

CseTtiio-
OexeBas/
KpeMoBast

15,9-18,9

duonaeToBwIit

Cpenneno3nHui

Cuuss/cudss

10,5-14,4

Brivmen

Cpennecnensii

Kemnras/cserino-
JKenras

13,2-16,6
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Komo6ok Cpennecriensiii | XKenras/ xenras | 11,4-13

Bacwuex Cpennepannuii | Cunsisi/ 12,6-15,9
KpeMoBast

I'ynnusep Pannecnensii Csertiio- 14,1-15,4
OexeBast/
KpeMoBast

®pureina Cpennecniensiii | CeTiio- 15-19
OexeBast/
KpeMoBast

lNony6usna Cpennecniensiii | CeTiio- 17-19
OexeBast/
KpeMoBast

JIrokc Pannecnensii Kpacnas/xenras | 11-15

Crapt Cpennecnensiit | XKenras/Genas 13-15

bpaso Cpennepannmii | Kpacnas/cserno | 13,1-15,2
-KeaTast

lNopusx Cpennepannuii | XXentas/cetno- | 15,1-16,8
JKelrast

NpOutckmii Cpennecniensiii | Kpacnasi/ceerno | 13,0-16,5
-Kenras

KopTan Cpennepannmii | XKenrast/ceernno- | 14,8-17,6
J)Kelrast

3-43-2 Her nanabIx Her nanabIx Her nanabIX

3-43-6 Her manabix Her mauasix Her manubIx
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Camb0a Cpennepannuit | XKenras/ceetiio- | 14-17,8
JKerast

I'ana Cpennepannuii | Xenras/remuo- | 10,2-13,2
JKerast

Nmnana Panuecnensrii Kenrasa/cserio- | 10,5-14,6
J)Kenrast

Pen Ckapner Pannecnensii Kpacnas/xxenras | 10,1-15,6

Hesckuit Cpennepannuit | Cetiio- 10-12
OexeBas/0Oeas

Marymika Pannecnensrii Kpacnas/ 16,3-18,2
KpeMoBast

Pycckuit Cpennepannuit | XKenras/ 14,4-17.,4

CYBCHHP KpeMoBast

AprexuH Cpennepannuii | XKenras/6enas 14,1-17,6

babymika Cpennepannmii | XKenras/Oenas 15,5-18,5

Ky3Hneuanka Cpennepannmii | Kpacnas/ 12,7-16,2
KpeMoBast

KemepoBuanun | Cpennepannmii | Xenras/>xxenras | 15,5-16,4

Tanaii Cpennepannnii | Xenrast/xenras | 14,1-17

CapoBckuit Panuecnensit Kpacnas/xxenras | 13,9-18,4
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Cynapbiag

CpenHepaHHui
xKenras

JKeinras/csetio-

13,9-14,8

* Jlanubie ["'occopTrkomuccuu (gossortrf.ru)

Ta6muua I12 — Bugsl kaprodens u Tomara, B3sThIE B aHATIU3.

Bun Karanoxusiit Homep IImonaHOCTD;
W/C
Solanum gourlay CGN 18038 2X/4X; W (4 south)
(=Solanum brevicaule Bitter)
Solanum jamesii Torr. BUP 15203 2X; W (1 +2)
Solanum kurtzianum Bitter & BUP 11969 2X; W (4 south)
Wittm.
BUP 12483
Solanum stoloniferum Schitdl. & BUP 21618 4X; W
Bouchet (1+2, 3, 4 south)
Solanum sucrense Hawkes BUP 23598 4X; W (4 B)
Solanum vernei Bitter & Wittm. BUP 20332 2X; W (4 south; 4B)
Solanum verrucosum Schitdl. BUP 24467 2X; W (4 south; 4B)
Solanum tuberosum L. GenelD: 102591697 cv. DM 1-3516
NW 006239139.1 (302246..304341) R44
Solanum lycopersicum L. Gene ID: 101255064
cv. Heinz 1706 NC_015440.3 (122217..124105)
Solanum pennellii Correll. LAO716

Tabnuna I13 — [locnenoBarensHOCTH MTpaiiMepOB, NCIIOJIB30BAHHBIX B padoTe.

HazBanue [TocnegoBarensHocTh (5' — 3") F [TocnegoBarensHoCcTh (5' = 3') R

SbAIr TTGTAACATGGCTCGCGTTC TGTTGGTGAAGCACTTGGAG

efla ATTGGAAACGGATATGCTCCA TCCTTACCTGAACGCCTGTCA

sec3 GCTTGCACACGCCATATCAAT TGGATTTTACCACCTTCCGCA

Shal ACTATGGCTTTTCATTACTCTA TTACATCAAAGAATAGTTGTATAAC
Sbal_in1R TCGTGAGAATAGTCTCTTGC
Shal_ex1F GTAACATGGCTCGCGTTC

Shal_ex3F AACAGAGGCTCCAAGTGC

Shal_in3R GGATAGTTTGAGCAACATAACTT
StBAM1 CCGGGAGAGTATAATTGGGG ACAACCCACCTTGGAAGAGG
StBAM9 GATGGAAAGACTCCGGTTCAAG ATGGATTGTGATGAGAAGGATAGC
StAl TTGTAACATGGCTCGCGTTC TGTTGGTGAAGCACTTGGAG
SUS4/SS16 | ATGGCGCTTGATGAAAGTCAGC CCAGACTTTGCAATATCAGGAAC
Amy23 ATGGCGCTTGATGAAAGTCAGC CCAGACTTTGCAATATCAGGAAC
GWD TGAGTTATGACCGTGCTATC GACTCAAGATCTGCACCTG

Painl TGCTATGCTTAGCTGGCAAAGA AACCGAGATGACATACCCGA

PSY1 ATGCTCGATGGTGCTTTGT GACTTCCTCAAGTCCATACGCA
PSY2 AACTGAGCTCTGCTAGTAGATG GCACTAGAGATCTTGCATAAGCA
PSY3 GCCTAGTTTAGCCATTCAATAGAC | GCCTAGAGTTGATCGAACGATTC
OR1 GTGGACTTCTAGCACCCAGT AGAGATCACCCCAACTGCAC
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OR2 GGTCAGATGCAGTTTCAAGAAATC | TGGCATCTCATTTTCATCTTCACC
PDS GAAGCTTTACCCGCTCCTTTAAA CTTGCTTTCTCATCCAGTCCTT
ZDS CAGCAGATACGCAATCTAGAT ACAGTCAATGAATCCAAGAGCA
Z-1SO GGATTGACAATTCTACTGGATTTGG | CTAGCAAGACCACTGTGGACT
CRTISO ATGAAGCGAAGAAAGAGCTTGT GCAAGGTATCGTCTGTGGGTCT
LCYB1 TGTCTTCATGGTGAGCACTTACT CAGGATTTCAAGAAAGTTCCCTAC
LCYB2 CAAGATTATAGGACCCCATTTGC GGCTTCACAGAGCTAAAGGTAC
LCYE TATGTCAGACACGACGCTCAAT CATGCTAGCAGCAGCACCA

VDE CCTGATGAAACAGAATGTCAG AGTCACCAACATCAGATTTACGA
ZEP ATGAATGCTGGCTGCATCACT AAGTCCACGTTCCACTGCT

NSY TCGGGCTCAATTCGACGTGA ATGGCCTATGACTTGTGTACATAT
NCED1 TGCTCTTAGCTACGATGTGAT GCGAAATCATGCATCATTGTTGG
NCED2 TATGCCCGTGGAGTTTTCGG GTTTGAAGATCGCCAGAAGGCAA
NCED6 GTGGTATTCAAGTTATCCGAG CACTACATTTTGGCCATGGTTC
DFR GCTGGATTTATCGGCTCTTGG GTCTGCTTTCCACAGCGTTAA
ANS TGGCCTAAAACCCCTGCTGA GCCTCCAACTTCCTTCTCTAG

CHI GGTGCCTCCATCCTTTTTACTC GTGCTTGCCAATTATGGAATCC
F3H GGATCACGGTTAAGCCCATTG TGCTATTCGAGTTCACCACTGC
CHS2 CTGTGTTGATCAAGCCACCTATC CTAGCATCAAGAGAAGGAGCCA

Ta6muna I[14 — Xapakrepuctuku romosioroB SDAl y ananu3upyemMsix BUI0B poaa Solanum.

Bunx Karanoxuetit | CR™ | Autenn JmmHa Jmmaa | Bemok 3aMeIneHus/nHIEeIH a.0.
HoMep/ ren/ resa, mH. | kJJHK | wmcimo
NCBI ID Genox ILH. a.0.
Solanum acaule BUP 9784/ | ++ 1/1 1817 630 209 S94P; A133T; A136P; 5/0
Bitter. MT074624 - E163A; A205V
MTO074626 2/2 1868 618 205 V15G; P130S; E163V; | 4/1
F192L / P134 S137del
3/3 1868 618 205 V15G; G67A; E163V; 4/1
F192L / P134 S137del
CGN 31- 4/4 1868 618 205 V15G; R631; E163V; 4/1
2012/ F192L / P134 S137del
MTO074627 - 5/5 1818 630 209 A133T; A136P; E163A; | 5/0
MT074629 N172S; A205V
6/6 1867 618 205 M149V; E163V; F192L | 3/1
[ P134 S137del
Solanum rybinii CGN 9342/ + 117 1763 618 205 S78T; E163V / 2/1
Juz&Bukasov. MTO074630 - P134 S137del
(=Solanum MT074632 8/8 1763 618 205 S78T; E163V; A196V / | 3/1
tuberosum P134_S137del
Andigenum group) 9/9 1807 630 209 A136P; E163V 2/0
Solanum berthaultii BUP 24267/ | - 10/7 1803 627 208 A136P; E163V / 2/1
Hawkes. MTO074633 - S137del
MTO074636 11/8 1811 630 209 T123R; A136P; E163V | 3/0
12/9 1801 627 208 V15G; A136P; E163V/ | 3/1
S137del
13/10 1802 630 209 A136P; E163V; M207I 3/0
Solanum chacoense CGN 3678/ | + 14/11 1781 621 206 A136P; A152T; E163V; | 7/1
Bitter. MTO074637 - P179S; A196V; F197L;
MTO074638 M2071 / G202_1204del
15/12 1781 621 206 P86A; A136P; A152T,; 8/1
E163V; P179S; A196V;
F197L; M2071/
G202 _1204del
Solanum demissum CGN + 16/13 1822 630 209 A133T; A136P; E163A; | 4/0
Lindl. 15176/34/ A205V
MTO074639 - 17/17 1858 609 202 V15G; E163V / 212
MT074640 T135_P138del;
G202_1204del
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Solanum gourlay CGN + 18/9 1796 630 209 A136P; E163V 2/0
Hawkes(=Solanum 18038/
brevicaule Bitter) MT074641 -
MT074642 19/18 | 1869 630 | 209 | AL36P; E163V;P179S | 3/0
Solanum jamesii BUP 15203/ | - 20/19 1808 618 205 Al7V; T53A; E163V; 5/1
Torr. MT074643 - P179S; T1811/
MTO074644 P134 S137del
21/19 1813 618 205 Al17V; T53A; E163V; 5/1
P179S; T1811/
P134 S137del
Solanum kurtzianum BUP 11969/ | + 22/18 1788 630 209 Al136P; E163V; P179S | 3/0
Bitter & Wittm. MTO74645 - 23/20 1788 630 209 T64A; A136P; E163V; 5/0
MTO074646 P179S; G189S
BUP 12483/ 24/21 1795 630 209 A136P; E163V; P179S; | 4/0
MTO074647 - F201V
MTO074648 25/18 1795 630 209 A136P; E163V; P179S 3/0
Solanum stoloniferum | BHP 21618/ | - 26/22 1857 642 213 T53A; E124K; T135S; 5/1
Schlitdl. & Bouchet MT074649 - E163V; P179S/
MTO074651 P138 S139insTSAP
27/23 1805 630 209 A136P; E163V 2/0
28/24 1858 642 213 T53A; T135S; E163V; 4/1
P179S/
P138 S139insTSAP
Solanum sucrense BUP 23598/ | - 29/25 1797 621 206 L35Q; A136P; A152T; | 8/1
Hawkes MTO074652 - E163V; P179S; A196V;
MTO074653 F197L; M2071/
G202_1204del
30/26 1797 621 206 A2D; Q84H; A136P; 9/1
A152T; E163V; P179S;
A196V; F197L; M207I
/ G202 _1204del
Solanum vernei Bitter | BUP 20332/ | ++ 31/27 1779 621 206 Al136P; A152T; E163V; | 7/1
& Wittm. MTO074654 - P179S; A196V; F197L;
MTO074656 M2071 / G202_1204del
32/28 1781 621 206 H4R; S46T; C74W; 10/1
T92A; A136P; A152T;
E163V; P179S; N180Y;
M2071 / G202_1204del
33/29 1777 621 206 S46T; G57D; A136P; 9/1
A152T; E163V; P179S;
A196V; F197L; M2071
/ G202_1204del
Solanum verrucosum | BUP 24467/ | + 34/30 1805 630 209 A136P; E163V; F201L 3/0
Schitdl. MTOQ074657 - 35/31 1805 630 209 T27A; A136P; E163V;, 5/0
MTO074659 A185T; F201L
36/30 1805 630 209 A136P; E163V; F201L | 3/0
Solanum tuberosum GenelD: n/a 37/- 1848 630 209 -
L. 102591697
NW_00623
9139.1
(302246..
304341)""
Solanum JAWPEIO10 | n/a 39/33 1843 618 205 T53A; P134_S137del 11
pinnatisectum Dunal | 000002.1
(406600..40
8850)
Solanum JAVBHTO01 | n/a 40/34 2040 618 205 T53A; P120L; 2/1
bulbocastanum Dunal | 0000005.1 P134 S137del
(54363000..
§i365500)
Solanum JXZDO01154 | n/a 41/35 1769 609 202 A128T; A152T; 4/1
commersonii Poir. 325.1 A196V; F197L;
G202 _1204del
Solanum JAJOONO1 n/a 42/36 1820 618 205 Al133T; V163A 2/0
megistacrolobum 0023531.1

Bitter
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Solanum Gene ID: n/a - 1670 627 208 T53A,; S78T; M93L,; 19/1

lycopersicum 101255064 T112S; P113V; S132P;

cv. Heinz 1706 NC_015440 A133S; T135S; A136P;
3(122217.. A145P; A152T; E163V;
124105) ™ F192L; 1198S; F201V;

A205V; F206V;
M207L; L208V /

Y209del
Solanum pennellii Gene ID: n/a - 1706 627 208 T53A,; S78T; M93L,; 16/1
LAO716 107012074 T112S; P113A; S132P;
NC_028639 T135S; A136P; A145P;
.1 (120187.. Al152T; E163V; F192L;
122094) ™ A205V; F206V;
M207L; L208V /
Y209del
Solanum etuberosum | JAJONRO1 n/a 38/32 1764 618 205 T53A; R97Q; P179S 3/0

Lindl. 0006682.1

[Mpumeuanus. *Kelley et al., 2015; **Cai et al., 2012; Huang et al., 2019; Rodriguez et
al., 2010; Hawkes J. G. *** cormacao GenBank NCBI. CR - cold resistance
(xonomoycroitunBocTh). W — nukopactyiiue, C — KyJIbTHUBUPYEMbIC. 3aMEICHUS IPUBEICHBI
cpaBuennu ¢ romojorom SbAl Solanum tuberosum cv. DM 1-3 516 R44. PamukanbHble
3aMEIICHUS BBIICICHBI TOTY)KHPHBIM IIPUPTOM U TOTICPKHYTHI.




Pucynok I[15 — AnnenpHble BapHaHTHI HYKJICOTHTHOM MOCIIE0BAaTeIbHOCTH TeHa Al y H3ydeHHBIX COPTOB U JIMHHIA KapToders.

K [l
Obpaze [annens | sT 25T 271 28] 37] aa] sal es] ee] 751 77] sof e1f ea 100f 10s] 110] 111] 116] 131] 120] 122] [ 197] 198] 203] 207] 209] [262] 262] 270] 27¢] 278] 222] [ 200] 201] 304] 307] 305] 311] 330] 331] 334] 342] 353] 352]
Kpenbiw 1%
Kpenbiw 2
Jiobaeal
Jliobaea 2
Jiobaea3
Meteop1
Meteop 2
Hurynesckuit 1
Hurynescinii 2
Dasopurl
Dasopur2
Benukanl
Ouonerosnii 1
Ouonetoswii 2
Ouonetosniit 3
Bownen1
Konobok 1
KonoBok 2
Bacunexl
Boicunex 2
[ynnueepl
[ynnueep2
Opurennal
Sputenna 2
Tonybuzkal
TonyBusra 2
Tonybuzka3
Jioke 1
Jiokc 1
Jioxe3
Craprl
Crapr2
Crapr3
Epasol
Epaso?2
loprakl
Tophak2
WpButckuit 1
WpBurckuit 2
Koprhu 1
34321
34322
34361
34362
Cambol
Cambo2
fanal
lana2
Wmnana 1
Wmnana 2
PegCraprerl
PeaCkapner2
Hesckwit 1
Hesckuit 2
Marywka 1
Pycckuit cysermp 1
Pycckuit cysenmp 2
Apnexkun 1
Apneku 2
Eabywkal
Babywka 2
Hysheyarka 1
Ryzneuauka 2
Hyzneuauka 3
Kemeposuznms 1
Tawail
Capoeckui 1
Caposckuit 2
Cyaapbinal
Yip




2K 1] ) [
Ofpaze! | 3771 320] 381] 391] 396] 397] 202] 204] 20e] 207] 200] a10] 2290 230] 235] szl 2asl asal aeal a70f 471] 47a) 434l as] assl a38] s03] so7] 5 522] 523] 524] 535] 537] 539] s45] ses| se7] 573[ 522 sa3] ses] sa7] sas] ses] s91f eoo] s04f sos] sos] eo7] eos| eos] e10] &1
Kpenbiw 1°*
Kpenoiw 2
Jiobaea 1
Niobaea2
Jiobaea3
Meteop1
Mereop2
urynesckuit 1
Hurynesckuii 2
Oasopurl
D3eopur2
Benukar 1
Duoneroesit 1
Suonetosui 2 - 1 L [ [ | | |
Ouonetoenii 3
Bowanenl
Konobok 1
KonoBok 2
Bacunex1
Boicunex 2
Tynnueepl
Cynnueep 2
Spurenns 1 - [ 1 | .|
Opurenna 2 - I T |
TonyBusna 1 - - I |
Tonyuswa 2 SN S SN SN SN S E A
Tonybuzra3 - L L [ [ | ] |
Jioke 1
Jioke 1 S S S S N N N
Joke 3
Crapril SN SN SN O S S
Crapr2 - - [ I I |
Crapr3 - L L L L L L [ I |
Epaeol
Bpaso 2 - L L [ [ | ] |
Foprak 1
Topux2 SN S S SN SN S F S
WpBuTciuii 1 S S SN U N N U A
Wpbutckuit 2
Kopru 1 - 1 [ [ [ I [ I |
3-43-21
3-43-22
34361 - L [ [ | ] |
34362
Cambol
Cambo2 S S .
Tanal - 1 1 [ [ | | |
fana2
Wunana 1 - 1 [ [ [ 1 [ I |
Wmnana 2
Pepn Ckaprerl
Pep Cxapner 2 - 1 [ [ [ [ I [ I |
Hesckuit 1
Heeckuit 2
Marywka 1
Pyccruii cyeernp 1 SN SN SN U S S
Pycckui cysenip 2 - [ [ [ [ [ I |
Apnexun 1
Apnexun 2
Babywkal - L L [ ] | |
Babywka 2
Ryznesarka 1
Kysnesanka 2
KysHeuakka 3
Kemepoeyarun 1
Tawail
Caposcinii 1 S S SN U N U U A
Caposckuii2
Cyaapeika 1

*BepxHsis cTpouka nojoxenne SNP B mocneoBaTeIbHOCTH IK30HOB




