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Peryasaums 01oCMHTe3a
CTEepPOUIHbIX INIMKOAJIKAIOUIOB KapTodes

K.A. VBanosa ®, C.B. Tepacumosa, E.K. XaecTkuna

DepiepanbHblii MCCNeaoBaTENbCKUI LeHTP UHCTUTYT yutonorum u reHeTnkn Cnbrpckoro otaeneHnsa Poccuinckol akaemmnm Hayk, HoBocnbupck, Poccus

CrepoungHble rnkoankanougbl (CMFA) kaptodens cocTaBnsaIoOT YacTb
UMMyHUTETa pacTeHnin. HekoTopble nx MoguduumposaHHble dop-
Mbl TOKCMYHbI ANA YenoBekKa. B xofe pomecTtrkauum kaptodena
npoucxoamn oTop pacTeHni C MOHUXKeHHbIM ypoBHem ClA. B Ha-
cToALLee BPeMA C MOABIEHNEM METOAOB, NPV MOMOLLU KOTOPbIX
BO3MOXHO CNeLMPUUYHO BANATb Ha PErynaLmnio MeTabonmnyeckmx
nyTeln, NOABNAETCA NePCNeKTUBA NPEOAONETb HEeXenaTeNlbHyo
NPAMYI0 B3aMMOCBA3b MeXAY YCTONUMBOCTbIO KapTodens K Bpeau-
TeNAM 1 TOKCMYHOCTbIO ero KnybHen. OgHaKo AnA Takux LefieHa-
NPaBEHHbIX TOHKNX N3MEHEHU HEOOXOAMMbI FybOKMNe 3HaHNA

0 perynsaTopHoi cet brocnHTesa CrA kaptodens. Llenb o63opa -
0606WKTb CBefleHNA 06 N3BECTHbIX FreHax 6rocnHTesa CA y pac-
TeHWI, CyMMMPOBaTb AaHHble 06 NCCNeAoBaHUN STUX FEHOB Y Kap-
Todens, a Takxke PacCMOTPETb MEXaHN3Mbl 3aLLMTHOFO TOKCMYe-
ckoro gencteua CIA npoTus naTtoreHoOB 1 BpeguTenen. brocmHTes
ClrA nget no MeBanioHaTHOMY MyTU, KOTOPbIN pPeann3yeTca B LUTO-
30/1e 1 COCTOUT U3 Tpex 3TanoB. [lepBble ABa 3Tana OTHOCATCA K
CUHTE3Y NepBUYHbIX METAOONNTOB 1 MPUBOAAT K LIMKNOApTaHONYy
1 XOnecTepuHy COOTBETCTBEHHO. B 6rocrHTe3 BoBNeueHbl 12 dep-
MEHTOB, MOMIOBVHA U3 KOTOPbIX TaKXKe yuacTBYeT B BMOCHHTE3E
duToCTEpPMHOB, ABNAIOLLEMCA OTBETB/IEHEM NEPBOro dTana 3Toro
MeTabonmnyeckoro nyTu. B nnctbax kaptodena npu nsbbitke ¢uto-
CTEPVHOB CMHTe3 Nepekstoyaetca Ha CIA, NoBblwas nx copepsa-
Hue. B KnyGHAX Npu n3bbiTKe nNpeglwectseHHKoB CMA nponcxoaut
BOBJIEUEHNME UX B CUHTE3 JTAHOCTEPOSIA, YTO NMO3BONAET NOALAEPKU-
BaTb CTabUIbHOCTb YpoBHA CIA B 3TOW YacTU pacTeHWi. 3Haum-
MOCTb CTPYKTYPHbIX FEHOB, KOAVPYIOLWNX GepMEHTbI NepPBbIX BYX
3TanoB 61MOCKHTE3], He NMO3BONAET PAaCCMATPMBATb UX B KauecTBe
MULLEHeN A1 HOKayTa C Lesiblo CHukeHna yposHA CTA. OgHako
MHbOPMaLMA O TKaHeCNeLMPUUHbIX MEXaHM3MaX NepeKoYeHUs
mexay nytamu cuHtesa CMA n gpyrux coegnHeHNI, MMeoLLmxX
ob6wwmx ¢ CTA npefLwecTBEHHNKOB, MOXET ObITb MCMOb30BaHa

ANA MaHUMNYNALMKN C TKaHecneyMPpryHbIM YPOBHEM CTEPOUIHbIX
rnvmKoankanongos. Ha TpeTbem 31ane (CO6CTBEHHO CMHTES FNKO-
anKanounpoB U3 XonecTepuHa) yyacTytloT okono 20 pepMeHTOB.

B reHome kapTodens naeHTdULMPOBaHO 14 COOTBETCTBYOLINX
1M FeHOB, 8 U3 KOTOPbIX AeTafIbHO U3yYeHbl NPY MOMOLLM METOA0B
0b6paTHOM reHeTrKI. B KauecTBe NepcrneKkTUBHbIX MULIEHEN ana
CHUXeHUA ypoBHA CIA B KNnyOHAX MOTYT paccMaTpUBaTbCA reHbl,
kogupytowue depmeHTbl PGA (OTHOCALWMECA K MOACEMENCTBY
CYP72 untoxpom-P450-3aBNCMMbIX MOHOOKCUTEHa3, KaTanusunpy-
e npeBpaLleHre rmapoxosiecCTepuHa B TPUrMAPOXonecTepuH)
1 SGT (CTA-rnnko3unTpaHchepasbl, OCyLecTBAALME NpeBpaLLe-
HUe CONaHMANHA B €ro TOKCUYHbIE MMKO3UINPOBaHHbIe MPou3-
BOJHblE — 0-COMTAaHNH 1 0-XaKOHWH). OnrcaHbl LMC-perynaTtopHble
3/1EMEHTbI B MPOMOTOPHbIX 06/1aCTAX HEKOTOPbIX FeHOB GUOCUH-
Te3a MMNKoaKkanonaoBs, BKIOYasA S/1eMeHTbl, OTBETCTBEHHbIE 3a
TKaHecneuundunyHyto sKcnpeccrto. HakonneHHble cBeileHWs CyKaT
OCHOBOW NA CO3[aHNA reHOTUNOB KapTodena ¢ TKaHecneynduy-
How perynauuen CIA, B KOTOPbIX NPy COXPaHEHUN BbICOKOTO
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Potato steroidal glycoalkaloids (SGAs) compose a part

of plant immunity. Some of their modified variants are
toxic to humans. In the course of potato domestication,
plants with a lower SGA level were selected. The advent

of approaches for manipulation with the regulation of
metabolic pathways provides an opportunity to overcome
the undesirable direct relationship between the potato re-
sistance to pests and the toxicity of its tubers. However, for
such a fine regulation, a deep knowledge of the regulatory
network of potato SGA biosynthesis is required. The pur-
pose of this review is to summarize the information on the
known SGA biosynthesis genes in plants and the results
of the investigation of these genes in potato, as well as to
consider the mechanisms of the SGA protective toxic ac-
tion against pathogens and pests. The SGA biosynthesis is
realized via the cytosolic mevalonate pathway and consists
of three stages. The first two stages are required for the
synthesis of primary metabolites, and lead to cycloartanol
and cholesterol, respectively. Twelve enzymes are involved
in the biosynthesis, and the half of them are involved in
the biosynthesis of phytosterols, which is a branch of the
first stage of this metabolic pathway. In the potato leaves
with an excess of phytosterols, the synthesis switches to
SGAs, increasing the content of the latter. In tubers, with
an excess of SGA precursors, they are involved in the syn-
thesis of lanosterol, supporting in this way the stable level
of SGA. The importance of structural genes encoding the
enzymes of the first two stages of biosynthesis does not
allow us to consider them as a target for knockout in order
to reduce the level of SGAs. However, information about
the tissue-specific mechanisms of switching between

the pathways of synthesis of SGA and other compounds
having common precursors with SGAs can be used to
manipulate the tissue-specific level of steroidal glycoal-
kaloids. At the third stage (the synthesis of glycoalkaloids
from cholesterol), about 20 enzymes participate. In the
potato genome, 14 corresponding genes were identified,
8 of which were studied in detail using reverse genetics
approaches. As a promising target for reducing SGA levels
in tubers, the genes encoding PGA enzymes (belonging

to the CYP72 subfamily cytochrome-P450-dependent
monooxygenases catalyzing the conversion of hydrocho-
lesterol to trihydrocholesterol) and SGT (SGA glycosyltrans-
ferases that catalyze the conversion of solanidine to its

toxic glycosylated derivatives a-solanine and a-chaconine)
are considered. Cis-regulatory elements in the promoter
regions of some glycoalkaloid biosynthesis genes, includ-
ing elements responsible for tissue-specific expression,
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ypoBHaA CIA B IMCTbAX AJ1A 3aLUMTbl OT NaTOreHOB U Bpeau-
Tenein 6yaeT NoAaBNATLCA CUHTE3 TOKCUYECKMX BELLEeCTB B
KNyGHAX.

KntoueBble cnoBa: GAME; PGA; SGT; Solanum; BTopryHble
MeTabonuThI; 3aLyMTa OT MAaTOreHOB 1 BpeanTenen;
HOKayT; NoAaBNieHne SKCNPEeCcum; PEryaaTOpHbIE FeHbl;
CTepoufiHble rMMKoankanonabl; CTPYKTYPHbIe reHbl;
TKaHecneuudunyHas sKcnpeccna.

KAK UUTUPOBATbD 3TY CTATbIO:

are described. The accumulated information provides the
base for creating potato genotypes with tissue-specific
regulation of SGAs, in which high levels of SGAs in leaves
will remain to protect against pathogens and pests and, at
the same time, the synthesis of toxic substances in tubers
will be suppressed.

Key words: GAME; knockout; PGA; plant protection against
pathogens and pests; SGT; regulatory genes; secondary
metabolites; Solanum; steroidal glycoalkaloids; structural
genes; suppression of gene expression; tissue-specific
expression.
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ACTEHUS MPOJYLHPYIOT MINPOKUI CIIEKTP BTOPHUYHBIX

MeTaboJIMTOB, OMOJIOTHYECKAsl POIIb MHOTHX U3 KOTOPBIX

MI0Ka HE yCTaHOBJIEHA. YacTh 3THX BEIIECTB yYaCTBYET
B (hOopMHPOBAaHNH WMMYHHUTETa PACTEHHUH, KaK WHIYIHPO-
BAaHHOI'O, MIPpU KOTOPOM CHHTE3 W HAKOIIJICHUC BTOPHUYHBLIX
MeTabO0JINTOB TOBBIMIAIOTCS TPU KOHTAKTE C MATOr€HAMH
WIN BPEIUTEISIMU, TaK M KOHCTHTYTHBHOTO, KOTOPBIH pea-
JIM3YETCsl 33 CYET MOCTOSHHOTO MPUCYTCTBUSI B PACTEHHSIX
OTIPEAEIEHHBIX COeTMHEHNH. K unciy mocieHiuX OTHOCATCS
crepounnble Tukoankanonabl (CI'A) — Guonornieckn ax-
TUBHBIC BTOPUYHBIC MeTaGOHl/ITbI, CHUHTEC3UPYIOUIUECH 110 XO-
JIECTEPUHOBOMY IIyTH.

CrepountHble ITMKOAIKAIOH/ bl XapaKTEePHBI JJIsl PACTCHHIH
cemeiicT Solanaceae u Liliaceae, BKirouasi BO3I€IbLIBAEMEIE
KyJBTYPHI (KapTo(enb, ToMat, OakiIaXaHbl, Ieperl U Tabak).
OCHOBHBIMH TNIMKOAJIKAJIONIAMH KapTOQeJIs SIBISIFOTCS 0L-CO-
JIAHWH U 0-XaKOHUH. J[J1s opranu3mMa uesioBeka 3TH BelecTBa
TOKCHYHBI, TOATOMY B XO/I€ JOMECTHKAIIMH KapTOo(es KiIro-
YEBYIO POJIb CHIpaJl 0TOOP MyTAHTHBIX (POPM C TOHM>KEHHBIM
YPOBHEM INIMKOAIIKAIONI0B. B COBpEMEHHBIX CEeIeKIIMOHHBIX
IporpaMMax B KauecCTBE JOHOPOB XO3SHCTBEHHO IIEHHBIX
TeHOB (B YaCTHOCTH, T€HOB YCTOWYMBOCTH K ITaTOTCHAM U
BPEIUTEISIM) HEPEAKO NPHUBIIEKAIOT JTUKUE (OPMBI KapTo-
tens (Gebhardt, 2013). B aTom ciaydae BaxkeH 0TOOp TaKHX
TrHOPUAHBIX (hOPM, KOTOpPEIE, 001a1ast yCTOIHUMBOCTbIO, YHA-
CJIE/IOBAHHOM OT IMKKUX BUIOB KapTO]eIIs, XapaKTepH3yITCs
HU3KUM COJEP)KaHHEM NIIMKOAIKAJIONA0B B KIYOHSX, JOIy-
CTHMBIM JUISI CTOJIOBBIX COPTOB.

Jist yckopeHHOT0 0TOOpa rHOpHJIOB CO CHHYKEHHBIM YPOB-
HEM ITMKOAJIKAIOH/I0B (C TIOMOIILIO MapKep-OPHEHTHPOBAH-
HOM CEJISKIINH) WJIN HapyUIeHUsI X OMOCHHTE3a IMyTeM Ha-
MPaBJICHHOTO MyTareHesa (HalpuMep, ¢ TIOMOIbIO CHCTEMBI
reromHOTO penakTupoBanusi CRISPR/Cas) Heobxoamm ToU-
HBIH 110100p TEHOB-MHUIIICHEH, MyTaIllX B KOTOPBIX HAapyIIAJIN
051 cuHTe3 Mo (uIpoBaHHBIX popM CI'A, TOKCHYHBIX IS
OpraHU3Ma YeIIOBeKa, HE 3aTparuBast Py 3TOM BECh CTIEKTP UX
MIPE/IIIECTBEHHUKOB, YTOOB! HE CHM)KAaTh YPOBEHb HECIEIHN-
(hnueckoro IMMyHUTETa PacTeHUI KapTodels.

Wzyuenne reHos, ygacTByronmx B bnocunarese CI'A, mpen-
CTaBJSIET MHTEPEC U C TOUKU 3PEHUSI 0TOOpa/co3/1aHus pac-
TeHHﬁ-HpOﬂyHeHTOB 6I/IOJ'IOFI/I‘-IeCKI/l AKTHBHBIX BCIICCTB, KO-
TOpPbIE MOTYT HCIOJIb30BaThCs B MEAUIIMHCKUX eIsix. Cpenu
cBoiicTB CI'A, 3HAUMMBIX AJIs1 JAHHOTO HAIpPaBJICHUS: IUTO-
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tokcuueckoe (Kenny et al., 2013), anTurinkemMuyeckoe
(Satoh, 1967), antukanneporensoe (Reddivari et al., 2010),
nporuBoMassipuitHoe (Chen et al., 2010), skaponoHmkaromiee
u npotuBoBocnanurenbHoe neiicreue (Choi, Koo, 2005; Del-
porte et al., 1998) .

B nacrosmem 0630pe MbI 000011aeM CBEIEHNS 00 N3BECT-
HBIX TeHaX OmocuHTe3a CI'A (BKITFOUast CTPYKTYpHBIC TCHEL,
Y4YaCTBYIOIIUE B OMOCHHTE3€ XOJIECTePHUHA, CTEPOUIHBIX IJIH-
KOAJIKAJIONJIOB, a TaKKe MMPOMEKYTOYHBIX TPOIYKTOB 3TOTO
My TH, U PETYISITOPHBIC TEHBI, KOTOPBIC OTIPEICIISIOT YPOBCHB
U TKaHeCNelM()UIHOCTh IKCIIPECCUH CTPYKTYPHBIX I'€HOB),
CyMMHpYyeM JaHHBIE 00 UCCIIETOBAHNH 3TUX TEHOB Y KapTO-
(henst (B TOM YHCIIe HACHTU(DUKAIIIIO COOTBETCTBYIOIIHNX HY-
KJICOTHIHBIX ITOCJIEIOBATENILHOCTEI B TeHOME KapTodels,
MIPOBepKY (QYyHKIIMOHAIEHOH POJM TaHHBIX TEHOB C TIOMOIIIBIO
MTOJIXO/I0B 00PATHOM T'€HETHKH ), @ TAKIKE PACCMATPHUBACM Me-
XaHU3MBI 3aIIUTHOTO Tokcuyeckoro aeicteus CI'A nmpotus
[IaTOI€HOB U BpEIUTEIEH.

CrpykTtypa CIA, BbigeneHHbIX N3 Kaptodens

V pactennii kaprodens naeHTrdunrposaHo domuee 80 pazmmd-
HBIX IIUKOATKATION10B. CI’A COCTOAT M3 INIMKO3U/IHBIX OCTaT-
KOB M ariikoHa. HerossipHoe o uiIbHOE CTEPOHHOE SIPO
(arIMKOH) CBSI3aHO C MONSPHBIM BOZIOPACTBOPUMBIM YIIICBOI-
HBIM KOMIIOHEHTOM. CTPYKTypa arIMKOHa OTHOCHTCSI, KaK I1pa-
BUJIO, K OTHOMY U3 JIBYX KJIACCOB I€TEPOLIMKIMYECKUX a30TCO-
JIepyKaIIrX CTPYKTYP, CONaHUIaHy WA CIHpOcoiany (puc. 1).

OTH CTPYKTYPBHI arlIMKOHOB MOTYT OBITh OpPraHM30BaHbI
B Iapbl, KaXaasa U3 KOTOPLIX OTIMYACTCA HACBIICHHOCTHIO
yrepoma-5 (C5, AS). K kmaccy comaHngaHOB, HampuMep,
OTHOCSITCS COJIAHWJIMH M JeMUCCUANH (pHC. 2), a K Kiaccy
CIHMPOCOJIAHOB — COJIACO/IMH ¥ TOMaTHACHOIN. JleMUuccuany —
9TO COJIAaHWAH, HACKHIIIEHHBIA B rTonokeHnu C5, a comanu-
JIMH — HEHACHIIICHHBIH.

Kak npaBuiio, B KyJIbTHBUPYEMOM KapTo(elie YIIeBOAHbINA
KOMITOHEHT TIpeJCTaBiIsieT co00i Tpuo3bl. Tak, IIMKO3UIBI
COJIaHM/JHA — (.-XaKOHWH U 0-COJTAHIH — OTIINYAIOTCS TOIIBKO
YIJIEBOAHBIM KOMIIOHEHTOM (puc. 3).

0-XaKOHMH COJIEPXKUT YITIEBOAHYIO OOKOBYIO ILIETb, Pa3-
BETBJICHHYIO B-XakoTpuosy (Ouc-o-L-pamHonupanosni-f-
D-rmroxonupano3sy), npucoequHeHHyo k 3-OH-rpymnne co-
JIAHW/IMHA, TOTZA KaK O-COJIAHWH COJICPIKUT Pa3BETBICHHYIO
B-conarpuosy (a-L-pamuomnpanosmi-p-D-rimokonnpaHo3ui-
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Perynauma 6rocrHTe3a cTepongHbIxX
rIvKoankanomgos KapTodens

Puc. 1. CTpyKTypbl ABYX OCHOBHbIX K/laccoB arnmkoHoB ClA: a — conaHu-
[aH; 6 — CNMpoConaH.

3pecb 1 ganee nHpopmauma o CTpyKTypax B3sTa 13 6a3bl gaHHbIx PUBCHEM
(https://pubchem.ncbi.nim.nih.gov).
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Puc. 2. CtpyKTypbl arnnkoHoB CI'A, OTHOCALMXCA K KNaccy ConaHnaaHoB:
a - CONaHnAVH; 6 — AEMUCCUANH.
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Puc. 3. CTpyKTypbl IIMKOanKanongos Ha OCHOBE arfikoHa CONMaHUANH: d — O-CONaHUH; 6 — a-XaKOHWH.

B-ramakTonupaHo3y), TOXE MPUCOETNHEHHYIO K 3-OH-Tpytie
TaKOI0 e arTuKoHa. [Ipy HeMmOIHOM I'HIPOITU3E 0-COJIAHMHA
1 0.-XaKOHWHA BO3MOXHEI B 1-, B2- 11 y-popMBI coaHrHA U Xa-
KOHWHA. YKOPOUCHHBIH YTIICBOTHBII KOMIOHCHT IIPENICTABICH
B B-hopmax nucaxapuiiom, a B y-hopMax — MOHOCAXapHIOM
(Tabm. 1).

TpHO3HBIC TTTUKO3UIBI AEMUCCHINHA BKITFOYAFOT TUTUIPO-
XaKOHUH U AUTUAPOCOIaHUH, a TCTPA30ITTMKO3U /bl — IEMUC-
CHH M KOMMepCcOHHH. M3 Ki1acca CUPOCOIaHOB B PACTEHHSX
KapTtodens nmpeoliiaaroT TIIMKO3UIBI COTaCOINHA — COJa-
MapruH U COJIAaCOHUH, KOTOPBIC ABJIAIOTCA ABYMS INIaBHBIMU
muKoakaonaamu 6osee ueMm 100 BumoB Solanum. ATikoH
TOMAaTHICHOJI OBLT HAaWJCH B KapTO(QEIbHBIX IMPOPOCTKAX,

leHeTVKa 1 cenekuus Kaptodens

OH MOJXET CIYXXHTh NPEAIIECTBEHHUKOM 0-COJaMapuHa U
B-comamapuna (Nikolic, Stankovic, 2005; Friedman, 2006;
Ginzberg et al., 2009).

K nBym rpynmam CI'A, GIM3KHM KilacCy CONaHHMaHa, OT-
HOCSIT JISNTUHUHBI (JISNTUHUIMH, 23-TUAPOKCUCOIAHUIIH)
W JeTNTUHBI (23-aleTHIUICNITHHUINH), KOTOPBIE OTINYal0OTCS
Jpyr oT npyra Moau¢ukanuei B nonoxennu C23 (mepBbie
I'HJPOKCUIINPOBAHBI, BTOpPbIE alleTHIIMPOBaHbl). OHU ObLIH
00OHapy’KEHbI y HECKOJIIBKUX apreHTHHCKHX 00pa3lloB BHIA
Solanum chacoense (Rangarajan et al., 2000; Ginzberg et
al., 2009). Crepeoxumuuecku rpymmna 23-OH nnm 23-OAc
pacronoxeHa B akCHaJIbHOM TTOJIOKEHUH KobIa. JlentuauH |
n stentuHuH 11 mpeacTaBsroT co00i COOTBETCTBYOIIHE TN~
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The biosynthesis regulation
of potato steroidal glycoalkaloids

Ta6nuua 1. Dopmbl rnko3smnaos CrA kaptodpena

K.A. Ivanova, S.V. Gerasimova
E.K. Khlestkina

ConaHuH YrneBogHbI KOMMOHEHT

XaKOHUH

YrneBoAHbIN KOMMOHEHT

a AueTun-KosH3um A
¢ HMGS
3-rMapPOKCKN-3-MeTUNTTY TapUI-KO3H3UM A
¢ HMGT1

MeBanoHoBas Kucnota

2-TpaHc,6-TpaHchapHesungudocdat
¢ PSS (5QS) HVS
CkBaneH
SQE
2,3-oKcnpocKBaneH
CAS

Lnknusauma
TpaHchapHesungudocdata

CeckBuTepneHbl

LAS SMT1

LnknoapTtaHon
¢ SMO3

31-HopUMKNOUMKNIOapTaHON

JNlaHocTepon
P CcPI 24-meTneHumnKnoapTaHon

31-Hop-24(25)-guruaponaHoctepon
CYP51
4a-meTnnxonecta-8,14-greH-33-on
C14-R
4a-meTun-24(25)-gurnaposnmoctepon
8,75l
4a-meTnn-5a-xonect-7-aueH-33-on
SMO4
Xonecta-7-eH-3[3-on
¢ C5-SD
7-perngpoxonectepuH
¢ 7-DR2
XonectepuH
8 ¢ GAME7
22-rnppoKcmxonectepuH
GAME8
22,26-gurnapokcmxonectepunr
GAME6, GAMET1
16,22,26-TpUrnapoKCMxXonecTepuH
GAME4, GAME12
26-aMnHO16,22-AUrnapoxonecTepuH

OuToCTEPUHBI

TeHeumuH

ConaHuguH

Y-XaKOHWH
SGT3

3-xaKoHUH
¢ SGT3

4SGT/1

Y-CONaHnH
SGT2

[-conaHunH
SGT3 ¢

Q-CONnaHuH Q-XaKOHWH
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KO3HUJIBI XaKOTPUO3BI M CONATPUO3BI JISITHHHINHA, TOTIA KaK
nentuH I n nentud 11 — 3TO IMKO3KM/IBI XaKOTPHO3BI M COTIA-
TpHO3bI 23-aneTHiuienTHHUIMHA cooTBeTcTBeHHO (Friedman,
2006; Ginzberg et al., 2009).

BrnocuHTes CIA n npomeKyTouHble

NpPoAyKTbl OMOCUHTE3a

brocuntes CT'A naet no MeBaJIOHaTHOMY ITyTH, KOTOPBIH pea-
JIU3YETCsI B IUTO30JIC U COCTOMT U3 Tpex dtanoB (Ginzberg et
al., 2009; Sawai et al., 2014). ITepBsle aBa 3Tana OTHOCATCS
K CHHTE3Y IIEPBUYHBIX META0O0JIMTOB M MMPUBOJIST K IIUKII0ap-
TAHOJIy U XOJIECTEPUHY COOTBETCTBEHHO. J1J1si GONbIIMHCTBA
pacTtenmii, kpome cemeiicTB Solanaceae u Liliaceae, xonmecte-
PHH SIBJISICTCS MUHOPHBIM BetiecTBoM. [IpeBpariieHnst Broporo
oTara 6])[.1'11/[ HEAAaBHO MOATBCPIKACHDBI 1A paCTeHI/Iﬁ TOoMara
(Sonawane et al., 2016). YcraHOBIE€HO, YTO B OMOCHHTE3
BoBJIcueHBI 12 (epmeHTOB, MONOBUHA M3 KOTOpPBIX (CAS,
3BHSD, SDR, CPI, CYP51, C14-R, 8,7SI) uMeeT HU3KYIO
CyOCTpaTHyIO CTIEIU(UIHOCTh U YYaCTBYyeT B METab0OIM3Me
Kak XoJecTepuHa, Tak U ¢urocrepuHoB. Ocransusie dep-
MeHThl (SSR2, SMO3, SMO4, C5-SD2, 7-DR2) kogupytoTcst
TeHaMH, KOTOpBIE AYTIIUIUPOBAINCH U JUBEPTHPOBAIIH, CTAB
creu(UIHBIMH JUTS KXKI0TO M3 9THX ABYX ITyTel (Sonawane
etal., 2016). Tperuii aTan OTHOCUTCSI K OMOCHHTE3Y BTOPHUY-
HBIX META0O0JIINTOB, HEMOCPEICTBEHHO NIIMKOAIKAIONI0B, B
TEUeHne KOTOPOT0 XOJIeCTepHH Ipeodpasyercst pepMeHTaMu
cemeiicrBa renoB GAME (GLYCOALKALOID METABO-
LISM) no manuBumyansHeix CTA.

IlepsBoiii 3Tan 6uocunTe3a. Ha nepsoM srane anetunKoA
IpeBpamaercs B 3-TuAPOKCH-3-METHINTYTapHII-KOH3UM A
1 KaTalu3upyeTcs CeMeHCTBOM (epMEHTOB 3-THIPOKCH-3-
METHIITITy TApHI-KOPEPMEHT A-peyKTa3 10 MEeBaJOHOBOM
KHCJIOTBI C TMOCIICAYIONIMM 00pa3oBaHHEeM 2-TPaHC,0-TPaHC-
thapresunanudocdara (puc. 4, a). Tpanchapuesminudpochar

Puc. 4. Cxema 61OCHHTE3a CTEPOUAHDIX MMKOanKanougos, no (Itkin etal.,
2013; Cardenas et al., 2015; Sonawane et al., 2016).

a — nepBblii 3Tan, NePBUYHbIA MeTaboNM3M, MeBanoHaTHbIN NyTb CUHTE3a;
6 — BTOPOW 3Tar, NepBUYHbIA METaboNN3M, CUHTE3 XONeCTeprHa; 8 — TPETUI
3Tan, BTOPUYHbIA METaboNN3M, CUHTE3 FIMKOaNKanonaoBs.

HMGS - 3-rugpokcu-3-metunrnytapunkoA-cnHtasa; HMG1 - 3-rupgpokcu-3-me-
Tmnrnytapun-kodpepmeHT A-pepykrasa; PSST (SQS) — ckBaneHcuHTasa; HVS -
BeTUCNMpaaneHumknasa; SQE - ckeaneHanokcnpasa; CAS — umMknoapTteHon-
CUHTa3a; LAS - naHocTeponcuHTasa; SMT1 - ctepon C24-metuntpaHcdepasa;
SSR2 - pefyKTasa 6okoBoli Lenu ctepona 2; SMO3 - C-4 cTepon-MeTUnoKCcu-
naza 3; CPl - umknonponun cteponusomepasa; CYP51 — crepon C-14-pe-
meTunasa; C14-R - crepon C-14-pepyktasa; 8,7S|I — crepon 8,7-nsomepasa;
SMO4 - C-4 ctepon-metunokcmpasa 4; C5-SD - ctepon C-5(6)-pecatypasa;
7-DR2 - 7-pernpgpoxonectepuH pefyktasa 2; GAME7 - C22-rugpokcmnasa;
GAMES8 - C26-rngpokcunasa; GAME6 — C16-rugpokcmnasa; GAME11 - 2-okcu-
rnyTapat3aBucumasn gnokcureHasa; GAME4 - uutoxpom P450 88D; GAME12 -
TpaHcaMuHasa; SGT1 - ranakto3unTtpaHcdepasa; SGT2 - rnokounTpaHche-
pasa; SGT3 - pamHo3unTpaHcdepasa.
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Perynauma 6rocrHTe3a cTepongHbIxX
rIvKoankanomgos KapTodens

SBJIIETCSI CyOCTpaToOM ISl hepMEeHTa CKBAJICHCHHTA3BI, KOTO-
past KOHJICHCUPYET JIBE €ro MOJICKYJIbI B CKBaJIeH. BhisBieHa
KOPPEJSILIUS MEXIy BBICOKUM cozepxkanueM CI'A 1 BBICOKUM
YPOBHEM TPAHCKPHIITOB TE€HOB ATHX BYX (hepmenHToB (Krits et
al., 2007). ®epMeHT CKBaJICHIIIOKCH 1a3a MTPEBpAIaeT CKBa-
neH B 2,3-oxkcupockBasieH (Heftmann, 1983; Cardenas et al.,
2015). LHukmoapreHoNCHHTAa3a IpeodpasyeT 2,3-0KCHUTOCKBa-
JIeH B Hanbosee 3JeMEHTAPHBIA CTEPON — UKIOApTEHOM.
2,3-OKCHIOCKBAJICH TaKKe SBIACTCS CyOCTPaTOM IS JTaHO-
CTEPOJICHHTA3bl, KOTOPast IPEBPAIIALT ero B JAHOCTEPOJI, 00-
Hapy>KEHHBIH B JINCTBSAX M noderax kaprodens (Ginzberg et
al., 2009).

[TpoMexyTOUHBIN MTPOIYKT MEPBOTO dTama — TpaHchapHe-
sunudocdar — SBISIETCS] TOYKOW OTBETBIICHUSI METa00IH-
YECKOTO ITyTH, BEIYIIEro K CHHTE3Y CECKBUTEPIIEHOB KapTO-
(esst, B TOM umcie GUTOATEKCHHOB JIIOOMMHUHA M PUIIUTHHA
(Ginzberg et al., 2009).

Bropoii 3Tan 6uocunTe3a. Ha Bropom sTane pemykrasa
00KOBOI1 Ienu cTeposia 2 peaynnpyeT HUKIOAPTEHOII 10 [IHK-
noapranoia (cMm. puc. 4, 6). LluknoapTaHon B Xojie mocie-
IYIOIUX peakiuil mpeodpasyercs B xonectepu. Ctepod-
metuiokcunazsl SMO3 nu SMO4 storo mytu paboTaror B
MYJIBTH(EPMEHTATUBHOM KOMILIEKCE COBMECTHO ¢ 3B-run-
POKCHCTEPOUAIETUAPOTEHA30H N OKCHIOPeIyKTa30il (Sawai
et al., 2014; Sonawane et al., 2016).

Hust pepmentoB SMT1 u SSR2 y kaprodernst BbIsSIBICHBI
rensl SMT1 (Ginzberg et al., 2009) u SSR2 (Sawai et al., 2014).

IIpomesxyTouHbIil MPORYKT BTOpOro srana cuHtesa CIA,
IIUKJIOAPTEHOII SIBJISIETCSI TOUKOM BETBICHHSI CUHTE3a CTEPH-
HOB U BEJIET TaK)Xe K CUHTE3y (PUTOCTCPHUHOB, B TOM UHUCIIE
CUTOCTEpOJIa ¥ KaMIucTepoda (IpeecTBEHHUKOB Opaccu-
HocTepouioB) (Sonawane et al., 2016).

Tpetuii 3Tan 6mocuHTe3a. [ THKOATKAION B 00pa3yIOTCS
n3 o0Iero mpeecTBeHHNKa Xonecrtepuna (Sawai et al.,
2014). DroT mporiecc M3ydeH i mpeoOagaronux B pac-
teHusx kaprodens CI'A — o-conaHuHa U o-XaKOHUHA. XOJIe-
CTEPHH IPEBPAIACTCS B aIJTMKOH — COJTAHUINH, KOTOPBIX HO-
CJIE/IOBATEIIBHO JIEKOPUPYETCS TIIMKO3UIHBIMH [ETIOYKaMH C
MTOMOMNIBIO TTUKO3WITpaHcdepas (cM. puc. 4, 6). buocunres
COJIAHW/IMHA TIPEJIIONaraeT TPU IOCIEI0BaTeIbHBIX OKHC-
uTenbHbIX mpeBpamenus no C22, C26 u C16 yrieponHsiM
aToMaM MOJIEKYJIbI XOJIECTEPHHA, B 3THX IPOIECCaX yJacTBY-
1ot renbl nogcemeiicrsa CYP72 uutoxpom-P450-3aBucumbIx
MOHOOKCHUTeHa3, konupytomue C-22-runpokcmnazy GAME7
(muToxpom P450 72A186), C-26-ruapokcunazy GAMES
(untoxpom P450 72A208) u C-16-runpokcunazy GAMEG
(turoxpom P450 72A188); a Taxike 2-0KCOITyTapaT3aBUCH-
Mmas quokcureHaza GAME11. GAME4 (tiuroxpom P450 88D)
okuciser 16,22, 26-Tpuruapokcuxonecteput. B modasnernn
aroMa a3ota y4yacTByeT TpaHcamuHaza GAME]12. JIga nmocnen-
HUX I1ara SBJSFOTCS TOUKOH BeTBIeHNUS myTer cuaTe3a CI'A n
6e3a30THCTHIX carloHUHOB KapTogerst. [Tocnenyronye Hykieo-
(buITbHBIE 3aMEHBI IIOCPENICTBOM ITPOMEKYTOYHOTO COE/THHE-
HUsI TCHEUMHHA MOTYT OOBSICHUTH 00pa30BaHUE COAHUANHA
(Cardenas et al., 2015). B mmKo3uIupoBaHuN COJTaHUANHA
yuacTtBytoT Tpu pepmenta: SGT1 (romomor GAMEL), SGT2
1 SGT3 (GAMEY). [Tpu nocienoBaTeIbHOM MPUCOSTMHEHUN
D-mmroko3s! U 1ByX L-paMHO3 00pasyercs 0-XakOHUH; HMpU
npucoenuHeHnn D-ramakTo3sl, D-mroko3s! n L-pamMHO3bI —
a-comaauH (McCue et al., 2006, 2007; McCue, 2009).
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[IpumeuatensHo, 9T0 reHsl GAME opraHu3oBaHbI B Kila-
cTepsl u kodkcnpeccupytorcs. [enst GAMEL (SGTI), GAME?
(SGT3), GAMEG, GAME7, GAME 11 HaxomsaTcsi B XpOMOCO-
me 7, reubl GAME4 v GAME2 — B xpomocome 12 (Itkin et
al., 2013), GAMES8a n GAMESb — B xpomocome 6 (Mariot et
al., 2016). O6Hapy:xeHO, 9TO paliOHBI KOIKCTIPECCHPYFOLIIXCSI
IeHOB B XpoMocoMax 7 u 12 (iaHKMpOBaHbI MOXOXKUM 00-
pa3oM aHHOTHPOBAHHBIMU T'€HAMH, HICHTHYIHO PACIIOI0KEH-
HBIMH B TeHOMe. HO 9TH TeHbI 00/1a/1al0T HU3KUM YPOBHEM
KodKcnpeccuu ¢ reHamu GAME u, BEpOsITHO, HE CBSI3aHBI C
metadommamoM CI'A (Itkin et al., 2013).

Jlis BeILIEYNOMSHYTHIX TeHOB GAME mnoka3aHa mpsiMas
KOpPEJIALHS MEXJy YPOBHEM HX HKCIPECCHH U YPOBHEM
HakoruteHus CI'A, 3a nckimrouerneM rena GAME7. YpoBeHb
TPAHCKPHIITOB 3TOTO T'€Ha HE M3MEHSUICS NPHU N3MEHEHUH
kommuectBa CI'A (Mariot et al., 2016).

B pabore (Mariot et al., 2016) 6611 HOTyYeH TPAHCKPHITLIU-
OHHBIN Tpoduitk reHoB GAME v ipeicka3aHo YrcIIo KOJpye-
MbIX uMmu u3oopm. GAME4 xomupyet onHy nzodopmy, AIHHA
KOAMPYIOIIEH YacTH, COCTOAIICH U3 § 9K30HOB, — 1614 1. 0.,
obmras girHa rena— 7804 m.o. GAMEG (4741 1. 0.) mpexncTas-
JIH YeTBIPbMsI n30(hopMamu, epBast U3 KOTOPBIX KOIUPYETCS
TPAHCKPUNTOM C OJHUM 3K30HOM, JIBE — TPAHCKPHUIITAMHU
C TpeMsl 3K30HaMHM, COCTaB KOTOPBIX Pa3iIM4eH, U YeTBep-
Tasi — TPAHCKPUIITOM C TMAThIO dK30HaMU. GAME7, camblit
MpOTsDKEHHBIN 13 Bcex TeHoB GAME (11078 m.o.), mpex-
CTaBJIEH IIECTHIO N30(hOpMaMH, ABE U3 KOTOPBIX KOANPYIOTCS
TPAHCKPHUNTAMHU C MATHIO 9K30HAMM PA3JIUYHOTO COCTaBa U
4yeThIpe n30(h)OpMbI KOAUPYIOTCS TPAHCKPHUIITAMU C OTHHM,
JIBYMSI, TPEMSI M1 YETHIPHMsI 9K30HAMHU COOTBETCTBEHHO. | €HBI
GAMES8a v GAMESb sBNst0oTCS KOMUSIME HA OJJHON XPOMO-
coMe M KOTUPYIOT 1o oHOH n3odopme. OHU COCTOST U3 IIATH
9K30HOB KXKIBIH 1 OTIHYAIOTCS 10 JumiHe (4495 m 4545 m. o.
cooTBeTCTBeHHO). GAME] (4019 1. 0.) — camblil KOPOTKUH
u3 reHoB GAME, COCTOUT U3 TISATH SK30HOB U KOJHPYET JIBE
nzopopmel. GAME 2 nmusO# 6626 1.0. coctonut u3 11 3k-
30HOB U KoiupyeT ofHy uzopopmy. [eust GAME (SGTI) n
GAME?2 (SGT3) nmunoii 4095 1 4125 1. 0. COOTBETCTBEHHO
COCTOSIT M3 OTHOTO 9K30HA 1 KOANPYIOT MO OJHOH H30(opMe.

Crnucok reHoB, y4acTBYIOIIUMX BO BCEX dTalax CHHTE3a
CT'A, uneHTHGUIMPOBAHHBIX AJIS KapTOo(es, IpeaCTaBICH
B TaOm. 2.

Perynauna 6uocunresa CrA

Conepxanne CI'A BappupyeT Kak y pa3IM4HbIX BUJOB, TaK U
BHYTpHU BUJIOB poaa Solanum. Perynsuus cuHTe3a MKoasl-
KOJIOMJIOB 3aBUCHT HE TOJBKO OT TEHOTHIIA, HO ¥ OT AeHCTBUS
BHeImHUX (aktopoB (Sinden et al., 1984). IIpoxnanusiit u
BIIQKHBIM KJIMMAT, pa3JIM4HbIi CTPECC, IOPAHEHMS], @ TAKIKE
9KCTIO3MIMS KITyOHEH Ha CBETY MOBBIIIAIOT YPOBEHb IIIMKOAII-
KasonJ0B B pacteHusx (Smith et al., 1996). 3to nonTBepx-
JlaeTcst pe3yabTaTaM1 UCCIICI0BAHUM PETYIISIUU YPOBHS CTe-
POJIOB y pacTeHHUH, B KOTOPOI HapsAAy C APYTHMH (DaKTOpaMu
Y4YacTBYET CUTHAIbHBIH ITyTh )KaCMOHOBOM KHCIIOTBI, OJTH U3
OCHOBHBIX IIyTeil epeiaun CUTHAJIOB MPH 3aIUTE PACTCHUN
0T OMOTHYECKOTO M a0MOTHYECKOTO CTpecca.

B mpomoTopHBIX paiionax reHoB GAME mnpencka3aHbl
pa3JIMuHbIC LHUC-PETYIATOPHBIE AJIEMEHTHI, CBA3AHHBIC C
OMOTHYECKIM 1 AOMOTHIECKIM CTPECCOM U CBETO3aBHCUMON
aktuBanueii (Mariot et al., 2016). Kpome Toro, B renome Sola-
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0O603HaueHMe reHa VipeHTUPUKaLMOHHbI Homep™

JINT. NCTOYHUK

HMGT Sotub029025630 Cérdenas et al., 2016
PSS1(SQS) Sotub019047720 »
SQE PGSC0003DMG400004923 Manrique-Carpintero et al., 2013
CAS Sotub049023080 Cérdenas et al., 2016
KU313680 Kumar et al., 2017
LAS PGSC0003DMB000000328:43281700..43271000 Kumar et al., 2017
SMT1 Sotub01g025880 Cardenas et al., 2016
SSR2 Sotub02g015720 Cardenas et al., 2016
PGSC0003DMG400021142 Sawai et al, 2014
AB839750 »
GAME7 PGSC0003DMG402012386 Mariot et al., 2016
GAMES (PGAT) PGSC0003DMG400026586 Umemoto et al,, 2016
GAMES8a PGSC0003DMG400026594 Mariot et al., 2016
GAME8b PGSC0003DMG400026586 »
GAMEG6 (PGA2) PGSC0003DMG400026594 Umemoto et al,, 2016
Sotub07g016580 Cérdenas et al., 2016
PGSC0003DMG400011750 Mariot et al., 2016
GAMETT PGSC0003DMG400011751 Mariot et al., 2016
Sotub079016570 Cérdenas et al., 2016
GAME4 PGSC0003DMG400024274 Mariot et al., 2016
Sotub12g011090 Cérdenas etal., 2016
GAMET12 PGSC0003DMG400024281 Mariot et al., 2016
Sotub12g011080 Cérdenas et al., 2016
GAMET (SGT1) Sotub079016600 Cérdenas et al., 2016
PGSC0003DMG400011749 Mariot et al., 2016
STU82367 McCue et al., 2017
SGT2 DQ218276 McCue et al., 2017
PGSC0003DMG400017508 Manrique-Carpintero et al., 2013
GAME2 (SGT3) Sotub07g016550 Cérdenas etal., 2016
PGSC0003DMG400011740 Mariot et al., 2016
GAME9 Sotub01g029510 Cérdenas et al., 2016
PGSC0003DMG400025989 »
StLAS-like KU313679 Kumar et al., 2017

* MpeHTndunKaumoHHble Homepa reHoB B3ATbl U3 6a3 AaHHbIXx GenBank (https://www.ncbi.nlm.nih.gov/), Spud DB (Hirsch et al., 2014), POTATO GENOMICS

RESOURSE (http://solanaceae.plantbiology.msu.edu).

num tuberosum ObUT UICHTU(PHUIIMPOBAH TPAHCKPHUITIIMOHHBIH
dhaxkrop GAMEDY, unen cemeiictBa AP2/ERF (APETALA2/
ETHYLENE RESPONSE FACTORYS), perynmupytommuii 6ro-
cunte3 CI'A, a Tak)Ke aKTUBHOCTB HECKOJIBKHX I'€HOB OMOCHH-
Te3a npemecTBeHHUKOB CI'A — MeBasioHaTa 1 XonecTeprHa.
B pactenusx xaprodens ren GAMEY KodKcnpeccupyercs ¢
GAME?2, GAME1l, GAME6, GAME1, GAME12 w GAME4,
aTakke ¢ reHoM SSR2. B paiione nokanuzanuu rena GAMEY
B xpomocome 1 kaproders Obu1 BersiBneH QTL (quantitative
trait locus — JIOKyC KOJIMYECTBEHHOTO MPU3HAKA), CBSI3AHHBIN C
BbIcOKUM ypoBHeM CI'A B kiryOnsix (Cardenas et al., 2016). Ha
pactenusx Solanum lycopersicum moxazano, uto GAME9 —
9TO NMEPBUYHBIN TPAHCKPUIIIMOHHBIHN (PaKTOp B CHTHAIEHOM
IIyTH KACMOHOBOU KHUCJIOThI YEPE3 PELEITOPHBIN KOMILIEKC,
OJTHHM H3 KOMIIOHEHTOB KoToporo siBisiercst 6emok CORONA-
TINE INSENSITIVE 1 (COI1) (Abdelkareem et al., 2017).
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[Mocne sTana 6uocunTesa ¢ yuactiuem CAS 1 06pazoBaHueM
LUKJIOAPTEHOJIAa HACTYIAET Ba)KHAsl TOYKA PETYISIHUU ITyTH,
B KOTOPOH KOHTPOJHPYETCS PACXOXKACHUE CHHTE3a MEPBUU-
HBIX METa00INTOB (PUTOCTEPUHOB (TOMUHHUPYIOIIUH ITyTh) U
BTOpuuHbIX MeTabonutoB CI'A. [{uki0apTeHOI — OCHOBHOI
npenmecTBeHHUK putocteprHoB M CI'A. M30BITOK KOHCTH-
TYTHUBHBIX (PUTOCTEPHUHOB B JINCTHAX PACTCHHH KapToQeis
KOMIIEHCHPYETCsl PEeBpalleHNeM MpeAlIeCTBeHHNKA (LIUK-
nmoapterona) B CI'A, Ge3 momaBieHNs HKCIPECCHH TEHOB,
YYaCTBYIOIINX B CHHTE3e IuKiIoapTeHoa (Kumar et al., 2017).
B oTnmnume oT peryssiiuy B IMCThSIX, B MSIKOTH KIIyOHEH IpH
yaactiu crierduyaroro st HuX Gepmenta StLAS-like n3-
OBITOUYHBIC TTPOMEXYTOUYHBIC MPOIYKTHI MPEBPAIIAIOTCS B
JIAHOCTEPOJI, U3 KOTOPOro, B CBOIO OYEpe/ib, MOI'YT 00pa3o-
BBIBaThCS JIMING clienoBble kommdectBa CI'A (Sawai et al.,
2006; Kumar et al., 2017). Takoit MeXxaHU3M TEPEKIIOYCHUS
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Perynauma 6rocrHTe3a cTepongHbIxX
rIvKoankanomgos KapTodens

CHHTE3a C LUKJIOAPTEHOA Ha JIAHOCTEPOJI MO3BOJISIET MO/~
JIep>)KNBaTh HU3KNH YPOBEHb IIMKOAIKAJIOUIOB B KIyOHSX.
B npomotophoii o6nactu rena StLAS-like Oblnn HalIeHBI
L1 C-DJIEMEHTBI, KOTOPbIe 00ECIIEUMBAIOT HEIIOCPEICTBEHHO
TKaHecnennpuIHyo 3Kkcpeccuto. [TokazaHo cymecTBeHHOE
pasiuuue B YPOBHSAX TPAHCKPUIIMU 3TOTO TE€HA B PA3HBIX
TKaHSIX, IPUYEM HanboJsiee BBICOKUI YPOBEHb TPAHCKPHUIIIIMU
OTMEUeH B MSAKOTH KiIyOHe#. Taxke B ero mpoMoTope ObLTH
0OHAPY>KEHBI AIEMEHTHI, CBOHCTBEHHBIE TPOMOTOPAM CTPYK-
TypHBIX TeHOB cuHTe3a CI'A U cBS3aHHBIE C UX aKTHUBAIMEH
¢ momoipio gaxropa Tpanckpunirn GAMEY. Kpowme Toro,
npomoTop StLAS-like conep>KUT 3IEMEHTHI, CBSI3aHHBIC C
aKTHUBaLUMEl B OTBET Ha CTPECC, BO3ACHCTBUE TOPMOHAMU U
ceetoM. [Ipeamonaraercs, TakuM 00pa3oMm, 9TO Iy Th OMOCHH-
Te3a JIAHOCTEPOJIa y PACTeHUI BEJET K CHHTE3y BTOPUYHBIX
MeTaboJIMTOB, 3a]eHICTBOBAHHBIX B 3aIIUTE PACTCHHUU OT
JeiicTBus cTpeccoBhIX (akTopoB (Kumar et al., 2017).

Manunynauun c renamn CrA

BonbumHCTBO paboT, B KOTOPBIX TPOBOAMINCH MAHUITYIISIIAH
C TeHaMH, BOBJICUCHHBIMH B cHHTe3 CI'A, OBIIM MOCBSIICHEI
BBISIBJICHUIO/YTOUHEHHIO (DYHKIUH 3THX reHoB. CHIDKeHne
(hyHKIMK WM, HA000pOT, cBepxdKcnpeccus reaa GAMEY,
konupyromero AP2/ERF tpanckpununonHslil Gpakrop, BIu-
s Ha HakoruieHne CI'A u GpuTOCTEepHHOB, COOTBETCTBEHHO
TIOHMKas! MM TIOBBIIIAsk CHHTE3 3TUX BEIIECTB U TOATBEPIKasT
perynsiTopHyto poib reHa (Cardenas et al., 2016).

Caepxakcnpeccus reHa SMT1 cou (KOTUPYIOIIEro Kirode-
BOM (PEPMEHT, IEPEKITIOYAIOIIII CHHTE3 CTEPHHOB B CTOPOHY
(PUTOCTEPHHOB) B paCTCHUSX KapTO(EIst IPUBONIIA K TIOHIKE-
uuro ypoBHsi CI'A, a Takke CBOOOIHOTO X0JIeCTepHHA. YPOBCHb
CT'A 651 HIKe Ha 41 11 63 % B TUCTBSX 1 KITyOHSIX COOTBET-
CTBEHHO, YpOBeHb xonectepuna — Ha 50 %. IIpu 3ToM NOBBI-
IaJIoch cojiepkanue gurocrepuHoB (Arnqgvist et al., 2003).

[Tonasnenne »kcnpeccnn reHa SSR2 npu momommu PHK-
nHTEp(EPEHINH WIN HapyIICHNE ero (GyHKIUH ¢ ITOMOMIBIO
T€HOMHOTO pEelaKTUPOBaHMA (C MCIONb30BAaHUEM CHCTEMBI
TALLEN) npuBonuio y pacTeHui KapTodens K CHIKCHUIO
YpOBHS XonecteprHa, a Takoke CI'A mpumepno Ha 10 %, Ge3
KaKoro-u0o BIUSHUS Ha POCT pacTeHui (Sawai et al., 2014).
Hebomsiree camxenne yposas CI'A, HecMOTpS Ha KITIOYEBYIO
posb SSR2 B ux cuHTe3e (CM. puc. 4), MO3BOJISET IPE/IION0-
JKUTh HAIMYKE JTyOJIUPYIOIIMX TEHOB.

[onasnenne ¢pyukiun GAMES (PGAI)u GAMEG6 (PGA?2)
kaprodens npu nomoin PHK-naTepdepenunn npusoamio
K cHkeHuto conepxkanust CI'A 6onee yem B 10 pa3 1 noBbI-
IIIEHHUIO CoZlep KaHus cyOcTparoB 3TuxX pepmeHToB (Umemoto
et al., 2016). I1pn 3TOM pacTeHns1 XapakTepU30BAIUCH HOP-
MaJIbHbIM BETr€TaTUBHBIM POCTOM U KITyOHE0Opa3oBaHUEM, HO
OTIIMYAJINCH CTEPUIIBHOCTBIO TI0 My>KCkoMy THITy. [Toka3aHo
TaKXKe, YTO KIyOHHM TPaHCTEHHBIX pacTeHUI HE MpopacTaln
IIPU XpaHEHUH Ha BO3/yXe WU B BOJE, HO IIPOpacTalu mpu
XpaHEHHUH B TIOYBE, a TAK)KE B IUTATEILHOM Cpezie.

[Nonwmwxenne ¢pynknun rena GAME4 xaptodenst npu 1mo-
Moty PHK-uHTEepdepeHmn mpuBoanio K i3MEHEHHIO Ipo-
(hnns MeTaboTUTOB 3TUX PACTEHHH CO CIBHUTOM B CTOPOHY
HaKOIUICHHS CTEPOU/IHBIX CAlTOHUHOB M (DUTO3KICTEPON/IOB
1 yMmeHbIneHus HakorsieHus: CI'A B HECKOJIBKO pa3, uTo COIPO-
BOK/JJAJIOCh CHIDKEHUEM PE3UCTEHTHOCTH K IaToTeHy Verticil-
lium dahliae (Paudel et al., 2017).
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Cepust padotr (McCue et al., 2006, 2007, 2017; McCue,
2009) mocesmeHa IMUMHHAPOBAHHUIO TITHMKO3MINPOBAHHAS,
nociestHero nrara popmuposanust CI'A, myTem He3aBUCHMOTO
BCTPaMBaHMs B TEHOM PACTEHUH KapTO(esisi aHTHCMBICIIOBBIX
KOHCTPYKIWH a5 TeHoB rukosunas (SGT1, SGT2 u SGT3).
B nuHMAX cO BCTPOCHHBIMU AHTHCMBICIOBBIMU KOHCTPYK-
wsiMu it SGT'1 u SGT2 Habiroanoch U3MEHEHHE COOTHO-
IIEHUS 0-COJTAHMHA U 0-XaKOHWHA: YMEHBIIICHUE 0-COJTAaHNHA
C KOMIIEHCAaTOPHBIM YBEJIMYCHUEM O-XaKOHMHA B JIMHUU C
AQHTUCMBICTIOBON KOHCTpyKIued miga SGT/ u npoTuBOmNo-
noxHOe M3MeHeHue B muHUM SGT2. OgHako TpaHCTEHHBIC
JIMHUY C IBOMHBIMU @aHTHCMBICTIOBBIMH KOHCTPYKIMSMHE JUIS
o6oux renoB SGT1 n SGT2 He NPUBOJUIN K YMEHBUICHHIO
obmero ypoBHst CI'A, n HaGMIONAIOCH TOJaBIICHIE YKCIIPEC-
cun 60 SGT1, mubo SGT2. B nunuwm, TpanchopMupoBaH-
Hol aHTucMbicnoBoi JIHK SGT3 ¢ kinyOHecnenupuaHbIM
MIPOMOTOPOM, HAONIOAAIIOCH YMEHBIICHUE O-COJAaHWHA U
0-XaKOHMHA C YBEIMUYCHHEM MUHODPHBIX (- U Y-hopM 3THX
IJIMKOAJIKAJIONI0B B KiIyOHsX pactenuitl. [Ipu nopasnenun
skcpeccun TeHoB SGT HE BBIABICHO MOOOYHBIX (D (PEeKTOB
Ha pocT 1 pazsuthe pacrenuit (McCue et al., 2017) nnm us-
MEHEeHHs1 MeTaboInM3Ma 32 HCKITIOUEHHUEM LIeJICHAIPABICHHBIX
W3MEHEHNH, ONTMCAHHBIX BBIIIE, YTO MOATBEPKICHO TAKKE B
pabote (Shepherd et al., 2015).

MeTta6onusm ClA n pacnpegeneHue
B pacTUTE/NIbHbIX TKaHAX
depMeHTHI, y4acTBYIOILIHME B CHHTE3€ XOJIECTEPUHA, a TAKKe
(huTOCTEepUHOB, OBUIH HAlICHBI Y PACTCHUI apadumoncuca u
Tomara B MemOpaHne DITP (3H1011a3MaTHYECKOTO PETUKYITY-
Ma), a TaKXKe B IUIa3MOJIEMME | JINIH0NOI00HBIX YaCTUIIAX
kietkn (Sonawane et al., 2016). CT'A nokam30BaHbI HETIO-
CPEJICTBEHHO B IUTOILIa3ME — ITIABHBIM 00pa3oM B BaKyOJIsIX, a
TaKXKe B alloIIacTe pacTeHuit romara u kaprogens (Cardenas
et al., 2015). Onu HaiieHBI BO BCEX OpraHax M TKaHIX pac-
TeHUH KapTodesis, KpoMe cepALeBUHBI KiyOHs. Hanbosnpmas
koHuteHTparus CI'A B kiryOHsX Obliia 00HApYKEHA B IOy TO-
pamMIIUTIMETPOBOM cioe ¢emnoaepmsl (Mariot et al., 2016).
KoHueHTparys NMKoankason10B B (heruiogepMe MoKeT ObITh
B 3—10 pa3 BbilIe, yeM B MskoTH KiyOHs (Cantwell, 1996).
WNudopmamus o nHanmunu Tpancmopra CI'A B pacTeHHIx
kaprodens orcyrerByet (Smith et al., 1996; Friedman, 2006;
Alyokhin etal., 2012). B cBsi3u ¢ 3THM BbICKa3aHO IIPEIIONO0-
JKeHne, 9To 0cHOBHOU 6nocuHTe3 CI'A B KITyOHSIX TakKe mpo-
ucxonut B esutonepme (Sinden et al., 1984; Alyokhin et al.,
2012). Beicokuii yposerb CI'A B ¢erionepme KoppernpoBat
C BBICOKUM YPOBHEM TPAHCKPHIIINN KIIOYEBBIX ()ePMEHTOB
6uocuntesa CI'A, B To BpeMs KaK B IPYTUX YaCTIX PACTCHUS
HaOJonamy HU3Kuit ypoBeHb 1 CI'A, ¥ TPaHCKPHIITOB FEHOB
6mocuntesa CT'A (Krits et al., 2007). BeposiTHO, HaKoTIIICHHE
IIMKOAJIKAJION/IOB B (DertoiepMe SBISIETCSl OTHUM U3 MeXa-
HHU3MOB 3alIUTHI KITyOHEH KapTogelst OT BpeAnTeeH.
CreponsiHble MIMKOAIKAIONIbl CHHTE3UPYIOTCS B pacTe-
HUSIX KapTOo(]est Ha BCEX CTAIMSIX Pa3BUTHUS. DKCIICPUMEHTHI
o MJIMTCIIbHOMY XPAaHCHHIO MMOKa3bIBAIOT, YTO COACPIKAHUC
CT'A B xiTyOHSX B HAYaJIbHBIN TIEPHOJT XPAHEHHS BO3PACTACT,
a nanee cumwkaercs (Fitzpatrick et al., 1977). [Ipu atom ecnu
KIIyOHU TOJBEPraloTCsl BO3JCHCTBUIO OCBEIEHUS, B TOM
YHCIIe UCKYCCTBEHHOT0, @ TAKXKE MOJIOKHUTEIBHBIX TEMIIEpa-
Typ (10 °C), To ypoBens CI'A B xiryoHsx Bo3pacraet (Haase,
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2010). B knyOHsx kapTodens o0HapyKEHO IPUCYTCTBUE
(epMeHTa paMHO3HIA3bI, KOTOPas KaTaJIM3HPYyeT IpeBpallie-
HHe o-xakoHnHa B B-xaxonuH (Filadelfi, Zitnak, 1982). Orot
ke (pepMEHT MOXKET MPEeBpaIlaTh U 0.-COJAHUH B [3-COJIAHUH,
HO MMeeT OoJbIIiee CPoACTBO K a-xakoHnHY (Bushway et al.,
1990). B pa6ote (Nikolic, Stankovic, 2005) u3 60TBBI pac-
TEHUI KapTodens ObUIN BbLIEICHBI (PEPMEHTHI, KOTOPbIE
THAPOJIU3YIOT O-COJIAHWH U 0-XaKOHHH, SKCTPAarnpOBaHHBIE
13 pacTeHHUH KapTo(es, 10 arMKoHa COJIAHU/MHA ITPU BO3-
nerictBun temneparypoit ot 30 mo 40 °C. Bo3aMoxkHO, 3TH
(hepMeHTHI BOBJIEUYEHHI B mporecc nerpaxamun CI'A B pac-
TEHHSX BO U30€KaHUE ayTOTOKCHYHOCTH, HO UX aKTHBHOCTh
KpaifHe MaJjla B MHTaKTHbBIX KIyOHsx (Ginzberg et al., 2009).

Tokcnueckne ceornctea ClA

Crepou/iHble TIIMKOAIKAJIONUIBI — 9TO ONOJIOTUYECKH aKTHB-
HbIE BTOPHYHbBIE METAOOINTHI, KOTOPBIE MOSBUINCH B XOJIE
9BOJIOLUH Solanum Kak KOMIOHEHT 3alIUTHOTO MEXaHH3Ma
OT MATOr€HHBIX MUKPOOPTaHW3MOB U HACEKOMBIX-BPEIUTEICH.
ITpn BBICOKOH KOHLIEHTPALMH IIMKOAIKAIOHbI KapTo(es
OTIYTHBAIOT, BBI3BIBAIOT FMOEIH U MOIABIISIOT Pa3MHOKEHNE
JUYMHOK KaprodenbHOU T, Macrosiphum euphorbiae,
neperocunka PVA, PVM, PVY (potato virus A, M, Y) u
npyrux Bupycos kaprodesns (Guntner et al., 2000). B padore
(Flanders et al., 1992) nmoka3ana ycTOHYHBOCTh KapToders,
cBsi3aHHas ¢ pazauyHbMu CI'A, K TakuM BpeanTEmsiM, Kak
KapTrodenpHas OJOIIKa, 3eJIeHasi MEePCUKOBasl TIIs, KapTo-
dbenbHas T, kKaprodenapHas MUKAAKaA. [JTHMKOATIKAIOUIBI
MHTHOMPYIOT pOCT TpHOHOTO atoreHa Alternaria brassicicola
(Smith et al., 1996). B psne ucciegoBaHmuii TOATBEPKACHA
CBSI3b YCTOWYMBOCTH pacTeHHH Kaprodeis K JIMYMHKAM |
B3pOCIBIM (hOpMaM KOJIOPAJICKOTO KyKa C COAEPKAHUEM B
HUX pa3nuuHbX Tmkoankanonnos (Tingey, 1984; Flanders
et al., 1992; Lorenzen et al., 2001).

CymecTByeT JBa MEXaHU3Ma (POPMHUPOBAHUS YCTOHINBO-
CTH K KOJIOPAJICKOMY XKYKY, CBSI3aHHBIX C INIMKOATKAJIONIAMH:
OTIYTMBaHNE HACEKOMBIX (AHTUKCEHO3) M TOKCUYHOCTD (aHTH-
6mo3) (Pelletier, Tai, 2001). [lereppeHTHBII 3P PEeKT OCHOBAH
Ha HecniennduaeckoM B3aumoneicTeun CI'A co BKyCOBBIMU
peuienTopaMu (XeMOCEHCHIUIAMH) XKyKa, BIHSIONIEM Ha IH-
meBoe noseaeHne Hacekomoro (Mitchell, Harrison, 1985).

YeroiunBOCTh pacTeHHH KapTodess K HaCEKOMbBIM 3aBH-
CHT KaK OT KOJMYECTBa, TaK M OT COCTaBa MHAMBU/IYaJIbHBIX
CT'A. Tax, 7eMHCCHH, COJAaHWH, XaKOHWH, COTaMapyH U CO-
JIACOHWH HE BIMAIOT Ha YCTOWYMBOCTB, @ TOMATHH, JICTITHH,
KOMMEPCOHUH U JI€rMJIPOKOMMEPCOHUH, HAIPOTHB, TPO-
SIBIISTIOT BBICOKYIO 3 (EKTUBHOCTH B 0OpHOE ¢ HACEKOMBIMH
(Sinden et al., 1980; Mitchell, Harrison, 1985; Flanders et al.,
1992; Lorenzen et al., 2001; Friedman, 2006). CT'A ¢ pa3Hoii
3¢ PeKTUBHOCTHIO 00Pa3yIOT KOMIUIEKCHI C XOJIECTEPHHOM
KJICTOYHBIX MEMOpaH, IPUBO/IS K TIEpeCTaHOBKaM B OMcIIOe 1
paspyuienuro meMopan. Mosekysa CI'A 00pa3yeT KOMIUIEKC ¢
XOJIECTEPHHOM CBOEH arIIMKOHOBOI YacThIO, a 3P PEKTUBHOCTH
9TOTO MPOIecca 3aBUCUT OT KOHKPETHOM INIMKO3UIHON IIETTH
(Friedman, 2006). EcTb moaTBep1eHHEe CHHEPTETHYCCKOMY
pa3pymuTeNbHOMY IEeHCTBUIO ABYX pasnudHbix CI'A Ha
CHUHTETHYECKHE KIIETOUHbIe MeMOpaHsl in vitro (Smith et al.,
1996). I'mukoankanou sl TPAHCTIOPTUPYIOTCS B KIETKY Yepe3
MOHHBIE HATPUEBBIE U KaJbIINEBBIC KaHAIBI 1 HHTHOUPYIOT
tpancnopt noHoB (Friedman, 2006). Kpome toro, CI'A un-

32 Vavilov Journal of Genetics and Breeding - 2018 - 22+ 1

K.A. Ivanova, S.V. Gerasimova
E.K. Khlestkina

rHOMPYIOT alleTHIIXOJIIMHICTEPasy U Oy TMPHIIXOJIMHACTEpa3sY,
(hepMeHTBI, THIPOINU3YIOIINE HEHPOTPAHCMHUTTEP ALlETHIIXO-
JIMH, B TO BPEMsl KaK MX arIMKOHbI UMEIOT HU3KHI MHIHOU-
TOpHBIN 3 ekt mim He umetot ero coceM (Friedman, 2006).

Ha genosexa 1 ’xuBOTHBIX CI’A 0Ka3BIBAIOT 00IIIEE TOKCH-
4ecKoe, HeHPOTOKCHYECKOe, IMOPHOTOKCHYECKOE, Tenaro-
TOKCHUYeCKoe U TepaTorenHoe aeivicreue (Friedman, 2006;
Kozukue et al., 2008). [Tpn 3TOM 0-XakOHUH TOopa3no Oomee
TOKCHYCH, YeM 0-COJaHHH. XOTs 00a BelecTBa OJIOKUPYIOT
aleTHIIXOJIMHACTEPa3sy, HO 0-COJIAHMH UMEET MEHEee BhIPaskKeH-
HBIA TUTHYECKHH 3P PEKT WIH He NMeeT ero BoBce. [Ipome-
JKYTOYHBIE TPOAYKTHI TUAPOJIM3A 0-XaKOHHHA U 0-COJTaHHHA
MPOSIBJISIIOT BCE MEHBIITYIO OOLIYIO TOKCHYHOCTB I10 MEpE TOTO,
KaK OHH TEPSIOT YIJIEBOAHBIE IPYIIIEL. AIIMKOH COJIAHUANH
HanMeHee TOKCHYCH BO BCeX MPOsIBICHHsIX. Takike CONaHUH
1 XaKOHHH OKAa3bIBAKOTCA 6onee TOKCUYHBIMH, YEM HX COOT-
BETCTBYIOIIUE CITMPOCOJIAHBI: COTAMapIHH, COJTACOHHH U CO-
naconuH. OpaibHO MOTPEOIsieMbIil TOMATHH, TO-BUIUMOMY,
HerokcuueH (Kozukue et al., 2008). [TepopasbHbie 10361 CyM-
MapHBIX CT'A 1-5 Mr/KT Macch Tena IpUBOAAT K OTPABIICHUIO
OT HE3HAYUTEIILHOTO JI0 TSKENIOT0, TOT/a KaK J103bI 3—6 MI/KT
Macchl Tejia MOryT ObITh JieTabHbIMU (Smith et al., 1996).
‘YcTaHOBIIEHHBI MaKCUMAJIBHBIN YpoBeHB conepskanmst CI'A B
KITyOHSIX J71s 0€30I1aCHOTO KCIIOIB30BAHMS B IHIILY HE JIOTDKSH
npesbimarb 20 mr Ha 100 r cBexero Beca (Ginzberg et al.,
2009). ITpu ynoTtpebdieHnu kapTodems B MHITY BaKHBI YCIIO-
BUsI XpaHEHUs KITyOHel. I3BeCTHO, 4TO PH XPaHEHHH KITyO-
Hell Ha CBETY B HHX [OBBILIACTCS COJIEPIKAHNE IIIMKOAJIKAJION-
JIOB C HE3aBUCHUMBIM YBEIMYEHHEM KOJIMYECTBa XJIOpoduIIa,
TIPUBOIIAIIAM K «II03eJICHeHUIO» KiTyOHs (Smith et al., 1996).

3aknioyeHune

Pacrenust 0011a1at0T OrpOMHBIM XMMHUUYECKAM Pa3HO00pa3neM
BTOPUYHBIX META0OJIMTOB, M IOHUMAHHE TOT0, KaK (hOpMHPY-
€Tcs1 3TO pa3HOOOpa3ue B MHOTOCTYIICHIATOM 3BOTIOLHOHHOM
myTH, — (pyHAaMEHTANBHBIN BOITpOC. MHOTOYHCIEHHBIE CO-
BpEMEHHBIE copTa KapTodesst BO3HUKIIM OJiarojiapsi oJoMali-
HUBAHUIO IUKHX BUJIOB U UX MOCIEAYIONIEMY YITyUIIEHHIO C
MIOMOIIIBIO cesleKIHH. JloMecTHKarms KapTodesist COpoBOXK-
Jlaliach yMEHbBIICHUEM COIEPIKAHUS CTEPOUIHBIX TIIMKOAJIKa-
JIOU/I0B, TOKCHYHBIX JUIA desoBeka. JlanpHelnee n3yueHne
peryssiiun HakoruteHust CI'A n ocobenHocTelt aToro mporiecca
B Pa3JIMYHBIX YCJIOBUAX C LECJIbIO YMCHBIICHUA COACPIKAHUA
CTEPOHIHBIX TIIMKOAIKAIONI0B B KapTodese Mo3BOINT -
(heKTHBHEE NTPUBIIEKATH K CEJICKIIN JUKHE BUJIBI KApTO(es.
Takoe MoieTpOBaHUE MPOLIECCOB OMECTHKAIMHU IIPE/ICTaB-
nsieT co0oi etrie omHy (GyHIaMEeHTAIBHYIO 3a1aqy. VI3BecTHbIe
3¢ PEKTHI NTUKOATKAIONI0B, KPOME TOKCHYECKOT0, TAKHE KaK
AHTUKAHIECPOIrCHHAas WJIN HpOTHBOMaﬂﬂpHﬂHaH AKTUBHOCTD,
Takke aenaroT onocnHTe3 CI'A akTyambHBIM 00BEKTOM IS
n3ydeHus. [lepcrieKTHBHBIM HAIpaBICHUEM SIBISICTCS pa3-
paboTka HOBBIX COPTOB KapTodens ¢ TkaHecnenuhuIHOn
perymsimueit CI'A, B KOTOPBIX OyAeT COXPaHATHCS BBICOKHNA
ypoBeHb CI'A B MUCTBSIX JUIS 3allIUTHI OT TIATOTCHOB U Bpe-
ﬂHTe.]'leﬁ U OJHOBPEMCHHO IOJAABJIATHCSA HAKOIUICHHUE 3THUX
BEIIIECTB B KITYOHSX.

bnarogapHocTn
[TpoexT BBITTOTHEH MPH YacTHIHOU roepkke PODU (tipo-

exT Ne 17-29-080006).
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