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CTEepPOUIHbIX INIMKOAJIKAIOUIOB KapTodes

K.A. ViBanosa ®, C.B. Tepacumosa, E.K. XaecTkuHa

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 xofge pomecTtrkauum kaptodena
npoucxoann oTbop pacTeHn C MOHUXKeHHbIM ypoBHem ClA. B Ha-
cToALLee BPeMA C MOABIEHMEM METOAOB, NPV MOMOLLU KOTOPbIX
BO3MOXHO CNeLMPUUYHO BANATb Ha PErynaLmnio MeTabonmyeckmx
nyTeln, NOABNAETCA NePCNeKTUBA NPEOAONETb HeXenaTeNlbHyo
NPAMYI0 B3aMMOCBA3b MeXAY YCTONUMBOCTbIO KapTodens K Bpeau-
TeNAM 1 TOKCMYHOCTbIO ero KnybHen. OgHaKo AnA Takux LesieHa-
NPaBEHHbIX TOHKNX N3MEHEHU HEOOXOAMMbI FybOKMNe 3HaHNA

0 perynsaTopHoii cet brocnHTesa CrA kaptodens. Llenb o63opa -
0606WKTb cBefleHNA 06 N3BECTHbIX FreHax 6rocnHTesa CA 'y pac-
TeHWI, CyMMMPOBaTb AaHHble 06 NCCNeAoBaHNN STUX FEHOB Y Kap-
Todens, a Takxke PacCMOTPETb MEXaHN3Mbl 3aLLMTHOFO TOKCMYe-
ckoro gencteua CIA npoTus naTtoreHOB 1 BpeguTenen. brocrHTes
CrA nget no MeBanoOHaTHOMY MyTU, KOTOPbIN pPeann3yeTca B LUTO-
30/1e 1 COCTOUT U3 Tpex 3TanoB. [lepBble ABa 3Tana OTHOCATCA K
CUHTE3Yy NepBUYHbIX METAOONNTOB 1 MPUBOAAT K LIMKNOapTaHONMYy
1 XOnecTepuHy COOTBETCTBEHHO. B 6rocnHTe3 BoBneueHbl 12 dep-
MEHTOB, MOMIOBVIHA U3 KOTOPbIX TaKXKe yuacTBYeT B BMOCHHTE3e
buToCTEpPMHOB, ABNAIOLLEMCA OTBETB/IEHVEM NEPBOro dTana 3Toro
MeTabonmnyeckoro nyTu. B nnctbax kaptodena npu nsbbitke uto-
CTEPVHOB CMHTe3 Nepekstoyaetca Ha CIA, NoBbIwas nx copepsa-
Hue. B Kny6GHAX Npu n3bbiTKe nNpeglectseHHKoB CMA nponcxoaut
BOBJIEUEHNME UX B CUHTE3 JTAHOCTEPOSA, YTO NO3BONAET NOALAEPKU-
BaTb CTabUIbHOCTb YpoBHA CIA B 3TOW YacT pacTeHWi. 3Haum-
MOCTb CTPYKTYPHbIX FEHOB, KOAVPYIOLWNX GepPMEHTbI NepPBbIX BYX
3TanoB 61MOCKHTE3], He NMO3BONAET PAaCCMATPMBATb UX B KauecTBe
MULLEHeN A1 HOKayTa C Lesiblo CHukeHna yposHA CTA. OgHako
MHbOPMaLMA O TKaHeCNeUMPUUHbIX MEXaHM3MaX NepeKoYeHUs
mexay nytamu cuHtesa CMA n gpyrux coegnHeHNI, MMeloLLmxX
ob6wwmx ¢ CIA npeflwecTBEHHNKOB, MOXET ObITb MCMO/b30BaHa

ANA MaHUMNYNALMKN C TKaHecneyMPpryHbIM YPOBHEM CTEPOUIHbIX
rnvmKoankanongos. Ha TpeTbem s1ane (CO6CTBEHHO CMHTE3 FNKO-
anKanounpoB U3 XonecTepuHa) yyacTyloT okono 20 pepMeHTOB.

B reHome kapTodens ngeHTdULMPOBaHO 14 COOTBETCTBYOLIMX
1M FeHOB, 8 U3 KOTOPbIX AeTaIbHO U3yYeHbl NPY MOMOLLM METOA0B
06paTHOM reHeTrKI. B KauecTBe NepcneKTUBHbIX MULIEHEN ana
CHUXeHUA ypoBHA CIA B KNnyOHAX MOTYT paccMaTpUBaTbCA reHbl,
kogupytowue depmeHTbl PGA (0THOCALWMECA K MOACEMENCTBY
CYP72 untoxpom-P450-3aBNCMMbIX MOHOOKCUTEHa3, KaTanusunpy-
owre npeBpaLleHre rmapoxosiecTepuHa B TPUrMAPOXonecTepuH)
1 SGT (CTA-rnnko3unTpaHchepasbl, OCyLecTBAALME NpeBpaLLe-
HUe CONaHMANHA B €ro TOKCUMYHbIE MMKO3UINPOBaHHbIe MPOu3-
BOJHblE — 0-COSTaHNH 1 0-XaKOHWH). OnucaHbl LMC-perynatopHble
3/1EMEHTbI B MPOMOTOPHbIX 06/1aCTAX HEKOTOPbIX FreHOB GUOCUH-
Te3a rM1KoakanonaoB, BKIOYasA S/1eMeHTbl, OTBETCTBEHHbIE 3a
TKaHecneuunduyHyto sKkcnpeccrto. HakonneHHble cBeileHWs CyKaT
OCHOBOW NA CO3[aHNA reHoTUNOB KapTodena ¢ TKaHecneyndny-
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 1 Bpeau-
Tenein 6yaeT NoAaBNATLCA CMHTE3 TOKCUYECKMX BELLEeCTB B
KNyGHAX.

KntoueBble cnoBa: GAME; PGA; SGT; Solanum; BTopryHble
MeTabonuThI; 3aLyMTa OT MAaTOreHOB 1 BpeanTenen;
HOKayT; NOAaBNieHNe SKCNPECCUM; PEryaATOPHbIE FeHbl;
CTepoufiHble rMKoankanonabl; CTPYKTYPHbIe reHbl;
TKaHecneyuudnyHas sKcnpeccua.

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 (hopMHPOBAaHNH WMMYHHTETa PACTEHHUH, KaK WHIYIHPO-
BAaHHOI'O, MIPpU KOTOPOM CHHTE3 U HAKOIIJICHUC BTOPHUYHBLIX
MeTabOoJINTOB TOBBIIIAIOTCS TPU KOHTAKTE C MAaTOr€HAMHU
WIN BPEIUTESIMU, TaK ¥ KOHCTHTYTHBHOTO, KOTOPBIH pea-
JIM3YETCsl 33 CYET MOCTOSHHOTO MPUCYTCTBUSI B PACTEHHSIX
OTIPEAEIEHHBIX COeTMHEHNH. K unciy mocieiHix OTHOCATCS
crepounnble Tukoankanonabl (CI'A) — Guonornieckn ax-
TUBHBIC BTOPUYHBIC MeTaGOHI/ITbI, CHUHTE3UPYIOUIUECH 110 XO-
JIECTEPUHOBOMY ITyTH.

CrepouiHble ITMKOAIKAIOH/ bl XapaKTEPHBI JJIsl PACTCHUIH
cemeiicT Solanaceae u Liliaceae, BKirouasi BO31€ILIBAEMEIE
KyJIBTYpHI (KapTo(enb, ToMat, OakiIaXaHbl, Ieperl U Tabak).
OCHOBHBIMH TNIMKOAJIKAJIONIAMH KapTO(els SIBISIFOTCS 0L-CO-
JIAHUH U 0-XaKOHUH. J[J1s1 opranu3Ma uesioBeka 3TH BelecTBa
TOKCHYHBI, TOTOMY B XO/I€ JOMECTHKAIINH KapTO(est KIro-
YEBYIO POJIb CHIpaJl 0TOOP MyTAHTHBIX (POPM C TOHM>KEHHBIM
YPOBHEM INIMKOAIKAJIONI0B. B COBpEMEHHBIX CEeIeKIIMOHHBIX
IporpaMMax B KaueCTBE JOHOPOB XO3SHCTBEHHO IIEHHBIX
TeHOB (B YAaCTHOCTH, T'€HOB yCTOWYHMBOCTH K IaTOTCHAM H
BPEIUTEISIM) HEPEAKO MPHUBIIEKAIOT JTUKUE (POPMBI KapTo-
¢ens (Gebhardt, 2013). B aTom cirywae BaxkeH 0TOOp TaKHX
THOpUTHBIX (POPM, KOTOpEIE, 001a1ast yCTOHYMBOCTBIO, yHA-
CJIE/IOBAHHOM OT JIMKHUX BUIOB KapTO]eIIs, XapaKTepH3yTCs
HU3KUM COJEP)KaHHEM NIIMKOAIKAJIONA0B B KIyOHSX, JOMY-
CTHMBIM JUISI CTOJIOBBIX COPTOB.

Jist yckopeHHOTo 0TOOpa rHOpHJIOB CO CHHYKEHHBIM YPOB-
HEM ITMKOAJIKAIOH/I0B (C TTOMOIILIO MapKep-OPHEHTHPOBAH-
HOM CEJISKIINH) WJIN HapyUIeHUsl X OMOCHHTE3a MyTeM Ha-
[IPaBJICHHOTO MyTareHesa (HalpuMep, ¢ TIOMOIbIO CHCTEMBI
renomHoro penaktupoBanmsi CRISPR/Cas) Heo6xommm ToU-
HBIH 110100 TEHOB-MHUIIICHEH, MyTalllX B KOTOPHIX HAapyIIAJIN
051 cuHTe3 Mo (uIpoBaHHBIX PopM CI'A, TOKCHYHBIX JJIS
OpraHU3Ma YelIOBEKa, HE 3aTparuBast TPy 3TOM BECh CTIEKTP UX
MIPE/IIIECTBEHHUKOB, YTOOB! HE CHM)KAaTh YPOBEHb HECICIIH-
(ruecKOro MMMYHHUTETa PACTEHUH KapTO(eJIs.

Wzyuenwne reHos, yuacTByronmx B bnocunarese CI'A, mpen-
CTaBJSIET MHTEPEC U C TOUKU 3PEHUSI 0TOOpa/Cco3/1aHus pac-
TEHHﬂ-HpOﬂyHeHTOB 6I/IOJ'IOFI/I'-IECKI/I AKTHBHBIX BCHICCTB, KO-
TOpPbIE MOTYT HCIOJIb30BaThCs B MEAUIIMHCKUX HeIsix. Cpenu
cBoiicTB CI'A, 3HAUMMBIX AJIs1 JAHHOTO HAIPaBJIEHUS: IUTO-
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tokcuueckoe (Kenny et al., 2013), anTurinmkemMuueckoe
(Satoh, 1967), antukanneporennoe (Reddivari et al., 2010),
nporuBoMassipuitHoe (Chen et al., 2010), skaponoHmkaroriee
u npotuBoBocnamurenbHoe neiicteue (Choi, Koo, 2005; Del-
porte et al., 1998) .

B nacrosmmem 0630pe MbI 000011aeM CBeIeHHS 00 N3BECT-
HBIX TeHax OmocuHTe3a CI'A (BKIFOUasi CTPYKTYpHBIC TCHEL,
Y4acTBYIOIIUE B OMOCHHTE3€ XOJIECTePHUHA, CTEPOU/IHBIX IJIH-
KOAJIKaJION/IOB, a TAKKe MPOMEKYTOYHBIX TPOIYKTOB 3TOTO
ITyTH, U PETYIATOPHBIC TEHBI, KOTOPBIE OTIPEIEIIIOT YPOBCHD
U TKaHeCcNelM()UIHOCTh IKCIIPECCUH CTPYKTYPHBIX I'€HOB),
CyMMHpYyeM JaHHBIE 00 UCCIICTOBAHNH 3TUX TEHOB y KapTO-
(e (B TOM 9HCIie HACHTUPUKAIINIO COOTBETCTBYIOIINX HY-
KJICOTHIHBIX ITOCIIEIOBATENILHOCTEI B TeHOME KapTodels,
MIPpOBepKY (QyHKIIMOHATEHON POJTH TAaHHBIX TEHOB C TIOMOIIIBIO
MTOJIXOIOB 00PATHOM T'€HETHKH ), @ TAKIKE PACCMaTPHUBAEM Me-
XaHU3MBI 3aIIUTHOTO Tokcudeckoro aencTeus CI'A nmpotus
[IaTOI€HOB U BpEIUTEIEH.

CrpykTtypa CIA, BbigeneHHbIX N3 Kaptodens

V pactennii kaprodens naeHTrdunposaHo domuee 80 pazmmd-
HBIX ITUKOATKATIONI0B. CI’A COCTOAT M3 INIMKO3U/IHBIX OCTaT-
KOB M arinkoHa. HerossipHoe o uiIbHOE CTEPOHIHOE SIPO
(arIMKOH) CBSI3aHO C MONSPHBIM BOZIOPACTBOPUMBIM YIIIEBOI-
HBIM KOMIIOHEHTOM. CTPYKTypa arIMKOHa OTHOCHUTCSI, KaK I1pa-
BUJIO, K OTHOMY U3 JIBYX KJIACCOB I€TEPOLIMKIMYECKUX a30TCO-
JIepyKaIIrX CTPYKTYP, CONaHUIaHy WA CIHpOcoiany (puc. 1).

OTH CTPYKTYPHI arlIMKOHOB MOTYT OBITh OpPraHM30BaHbI
B Iapbl, KaXaasa U3 KOTOPLIX OTIMYACTCA HACBIICHHOCTHIO
yrnepoma-5 (C5, AS). K kmaccy comaHnIaHOB, HampuMep,
OTHOCSITCS COJIAHUJIMH M JeMUCCUANH (pHC. 2), a K Kiaccy
CIHMPOCOJIAHOB — COJIACO/IMH ¥ TOMATHACHOI. JleMUuccuany —
9TO COJIaHWAH, HACKIIIEHHBIA B ronokeHuu C5, a comanu-
JIMH — HEHACHIIICHHBIH.

Kak npaBuiio, B KyJIbTHBUPYEMOM KapTo(elie YIIeBOAHbINH
KOMITOHEHT TIpeJCTaBiIsieT co00N Tpno3bl. Tak, IIMKO3HIBI
COJIaHM/JHA — (.-XaKOHWH U 0-COJTAHIH — OTIINYAIOTCS TOIIBKO
YIJIEBOAHBIM KOMIIOHEHTOM (puc. 3).

0-XaKOHWH COJIEPXKHT YITIEBOJAHYIO OOKOBYIO ILIETb, Pa3-
BETBJICHHYIO B-XakoTpuosy (Ouc-o-L-pamHonupanosui-f-
D-rmroxonupano3sy), npucoequHeHHyo k 3-OH-rpymnne co-
JIAHW/IMHA, TOTZA KaK O-COJIAHWH COJIEPKUT Pa3BETBICHHYIO
B-conarpuosy (a-L-pamuonupanosmi-p-D-rmokonnpaHo3ui-
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Perynauma 6rocrHTe3a cTepongHbIx
rIvKoankanongos KapTodens

Fig. 1. Structures of two common SGA aglycones: a, solanidane;
b, spirosolane.

Data on structures here and in Figs. 2 and 3 were obtained from the PUBCHEM
database (https://pubchem.ncbi.nim.nih.gov).
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Fig. 2. Structures of solanidane-type SGA aglycones: a, solanidine;
b, demissidine.
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Fig. 3. Structures of glycoalcaloids involving the solanidine aglycone: g, a-solanine; b, a-chaconine.

B-ramakTonupaHo3y), TOXE MPUCOETNHEHHYIO K 3-OH-Tpytie
TaKOI'0 ke arTuKoHa. [Ipy HeMmOIHOM I'HIPOIIU3E 0-COJIAHMHA
1 0.-XaKOHWHA BO3MOXHEI 1 -, B2- 11 y-popMBI coaHnHA U Xa-
KOHWHA. YKOPOUCHHBIN YTIICBOTHBII KOMIOHCHT IPENICTABICH
B B-hopmax nucaxapuiiom, a B y-hopMax — MOHOCAXapHIOM
(Tabm. 1).

TpHO3HBIC TTTMKO3UBI AEMUCCHINHA BKITFOYAFOT TUTUIPO-
XaKOHUH U AUTUAPOCOIaHUH, a TCTPA30ITITMKO3U /bl — IECMUC-
CHH M KOMMepCcOHHH. M3 Ki1acca CMPOCOIaHOB B PACTEHHSX
KapTtodens nmpeoliiaaroT TIIMKO3UIBI COTacOINHA — COJa-
MaprvH U COJIACOHUH, KOTOPBIC ABJIAIOTCA ABYMs INIaBHBIMU
rukoankagongamu 6oiree yeM 100 BunoB Solanum. ATIUKOH
TOMAaTHICHOJI ObLT HaWJCH B KapTO(QEIbHBIX MPOPOCTKAX,

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 COJNaHHMaHa, OT-
HOCSIT JISNTUHUHBI (JIESNTUHUIWH, 23-TUAPOKCUCOIAHUIIH)
1 JenTHHBI (23-aleTIUICNITHHUINH), KOTOPBIE OTINYalOTCS
Jpyr oT 1pyra Moau¢ukanuei B nonoxennu C23 (mepBbie
IHJPOKCUIINPOBAHBI, BTOpPbIE alleTHIIMPOBaHbl). OHU ObLIH
0OHapy’KEHbI y HECKOJIIbKUX apreHTHHCKHX 00pa3lloB BHIA
Solanum chacoense (Rangarajan et al., 2000; Ginzberg et
al., 2009). Crepeoxumuuecku rpymma 23-OH nnmnm 23-OAc
pacronoxeHa B akCHaJIbHOM TTOJIOKEHUH KontbIa. JlentuauH |
n stentuHuH I mpeacTaBsioT co00i COOTBETCTBYOIIHE TN~
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The biosynthesis regulation
of potato steroidal glycoalkaloids

Table 1. Potato SGA glycosides

Solanine Glycone

a Acetylcoenzyme A
HMGS
3-Hydroxy-3-methylglutaryl-coenzyme A
f HMG1
Mevalonic acid

2—trans-6—FarnetyI diphosphate
PSS1(5QS) HVS
Squalene
SQE
2,3-Oxidosqualene
CAS
b Cycloartenol
SSR2
Cycloartanol
SMO3
31-Norcycloartanol
Lanosterol CPI
31-nor-24(25)-Dihydrolanosterol
CYP51 ]
4a-Methylcholesta-8,14-dien-3(3-ol
C14-R
4a-Methyl-24(25)-dihydrozymosterol
8,75l
4a-Methyl-5a-cholest-7-en-33-ol
SMO4
Cholesta-7-en-3p3-ol
C5-SD
7-Dehydrocholestero
7-DR2
Cholesterol
c GAME7
22-Hydroxycholesterol
GAMES8
22,26-Dihydroxycholesterol
GAME6, GAMET1
16,22,26-Trihydroxycholesterol
{ GAME4, GAME12
26-Amino-16,22-dihydroxycholesterol

Ring formation
trans—FamesyI*diphosphate

\

Sesquiterpenes

SMT1

24—Methylene*cycloartanoI

Phytosterols

Teneimine
SGT1 Solanidine SGT2
y-solanine y-chaconin
SGT2 SGT3
B-solanine -chaconin
SGT3 ¢ SGT3
a-solanine a-chaconin
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Chaconine Glycone

a Rhamnose-glucose-rhamnose
B1 Glucose-rhamnose

B2 Rhamnose-glucose

Y Glucose

KO3HUJIBI XaKOTPUO3BI M CONATPUO3BI JISITHHHINHA, TOTIA KaK
nentuH I n nentud 11 — 3TO IMKO3M/IBI XaKOTPHO3BI M COTIA-
TpHO3bI 23-aneTHiuienTHHUIMHA cooTBeTcTBeHHO (Friedman,
2006; Ginzberg et al., 2009).

BrnocuHTes CIA n npomeKyTouHble

npoAayKTbl 6uocnHTesa

brocuntes CT'A naet no MeBaJIOHaTHOMY ITyTH, KOTOPBIH pea-
JIU3YETCsI B IUTO30JIC U COCTOUT U3 Tpex dtanoB (Ginzberg et
al., 2009; Sawai et al., 2014). ITepBsle aBa 3Tara OTHOCATCS
K CHHTE3Y IIEPBUYHBIX META0O0JIMTOB M MPUBOJIST K IIUKJI0ap-
TAHOJIy U XOJIECTEPUHY COOTBETCTBEHHO. [1J1si GONbIIMHCTBA
pacrtenmii, kpome cemeiicTB Solanaceae u Liliaceae, xomecte-
PHH SIBJISICTCS MUHOPHBIM BetiecTBoM. [IpeBpariieHnst Broporo
oTara 6])[.1'11/[ HEAABHO MOATBCPKACHDBI IJIA paCTeHI/Iﬁ TOoOMara
(Sonawane et al., 2016). YcraHOBIE€HO, YTO B OMOCHHTE3
BoBJIcueHBI 12 (hepmeHTOB, TONOBUHA M3 KOTOPBIX (CAS,
3BHSD, SDR, CPI, CYP51, C14-R, 8,7SI) uMeeT HU3KYIO
CyOCTpaTHyIO CTICIIU(PUIHOCTh U YUaCTBYeT B METa00IM3Me
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 OTHOCUTCS K OMOCHHTE3Y BTOPHY-
HBIX METa0O0JINTOB, HEMOCPEICTBEHHO NIIMKOAIKAIONI0B, B
TEUeHNE KOTOPOTO XOJIEeCTepHH Ipeodpasyercst pepMeHTaMu
cemeiicrBa renoB GAME (GLYCOALKALOID METABO-
LISM) no manuBuayansHbeix CTA.

Ilepsoiii 3Tan 6uocunTe3a. Ha nepsoM sramne anetunKoA
MPEBPAIIAETCS B 3-TUAPOKCH-3-METHITITY TAPHI-KOOH3UM A
U KaTalu3nupyeTcs ceMeHCTBOM (epMEHTOB 3-THIPOKCH-3-
METHIITITy TApHI-KOPEPMEHT A-peyKTa3 10 MEeBaJOHOBOM
KHCJIOTBI C TMOCIICAYIONIMM 00pa3oBaHHEeM 2-TPaHC,0-TPaHC-
thapresunanpocdara (puc. 4, a). Tpanchapuesnnnudpochar

Fig. 4. Biosynthesis of steroidal glycoalkaloids (according to Itkin et al.,
2013, Cérdenas et al., 2015, Sonawane et al., 2016).

(a) Step 1: primary metabolism, the mevalonate pathway of synthesis;
(b) step 2: primary metabolism, the synthesis of cholesterol; (c) step 3:
secondary metabolism, synthesis of glycoalkaloids.

HMGS, 3-hydroxy-3-methylglutaryl CoA synthase; HMG1, 3-hydroxy-
3-methylglutaryl coenzyme A reductase; PSS1, squalene synthase; HVS,
henbane vetispiradiene synthase; SQE, squalene epoxidase; CAS, cycloartenol
synthase; LAS, lanosterol synthase; SMT1, sterol C24-methyltransferase;
SSR2, sterol side chain reductase 2; SMO3, C-4 sterol methyloxydase 3; CPI,
cyclopropyl sterol isomerase; CYP51, sterol C-14 demethylase (Cytochrome
P450 Family 51); C14-R, sterol C-14 reductase; 8,7SI, sterol 8,7 isomerase;
SMO4-C, 4 sterol methyloxydase 4; C5-SD, sterol C-5 (6) desaturase; 7-DR2,
7-dehydrocholesterol reductase 2; GAME7, C22 hydroxylase; GAME8, C26
hydroxylase; GAME6, C16 hydroxylase; GAME11, 2-hydroxyglutarate-
dependent dioxygenase; GAME4, cytochrome P450 88D; GAME12,
transaminase; SGT1, galactosyltransferase; SGT2, glucosyltransferase; SGT3,
rhamnosyltransferase.
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SIBIISICTCS CyOCTpaToM Iiist (hepMEeHTa CKBaJICHCHHTA3bI, KOTO-
past KOHJICHCUPYET JIBE €ro MOJISKYIIbI B CKBasleH. BhisBieHa
KOPPEJISIIS MKy BRICOKUM copieprkanreM CI'A 1 BRICOKUM
YPOBHEM TPAHCKPHIITOB TEHOB 3THX ABYX (epmeHToB (Krits et
al., 2007). ®epMeHT CKBaJIEHIIIOKCH 1a3a MTPEeBpalaeT CKBa-
neH B 2,3-okcumockBasieH (Heftmann, 1983; Cardenas et al.,
2015). HuxmoapreHoncuHTa3a mpeodpasyer 2,3-0KCHI0CKBa-
JIeH B HamboJsee 3JIeMEHTAPHBIA CTEPON — MUKIOApTEHOI.
2,3-OKCHIOCKBAJICH TaK)Ke ABIACTCS CyOCTPaTOM IS JTaHO-
CTEpOJICHHTA3bI, KOTOPAsi IIPEBPAIIAET €T0 B IAHOCTEPOII, 00-
Hapy>KEHHBIH B JINCTBsAX M noderax kaprodens (Ginzberg et
al., 2009).

[IpomexyTOYHBIH MPOMYKT MEPBOTO ITana — TpaHchapHe-
sunnudocdar — SBISIETCS] TOYKOW OTBETBIICHUSI METa0O0IH-
YECKOTO MyTH, BEAYIIEr0 K CHHTE3Y CECKBUTEPIICHOB KapTO-
(henst, B TOM UncIiie PUTOATCKCHHOB JTFOOMMUHA U PUITUTHHA
(Ginzberg et al., 2009).

Bropoii 3Tan 6uocunTe3a. Ha Bropom sTane pemykrasa
OOKOBOIA IIETH cTepoia 2 peIylupyeT IIUKIOAPTEHO 10 IHK-
noapranoia (cMm. puc. 4, 6). LluknoapTanon B Xoie mocie-
IYIOIIUX peakiuil mpeodpasyercs B xonectepu. Ctepod-
metunokcunazsl SMO3 nu SMO4 storo mytn paboTaroT B
MYJIBTU(EPMEHTATUBHOM KOMILUIEKCE COBMECTHO ¢ 3B-run-
POKCHCTEPOUAIETUAPOTEHA30H 1 OKCHIOPeIyKTa30il (Sawai
et al., 2014; Sonawane et al., 2016).

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

[IpomesxyTouHbIil MPOAYKT BTOpOro sTana cunresa CI'A,
IIUKJIOAPTEHOII SIBJISIETCSI TOUKOI BETBICHHSI CUHTE3a CTEPH-
HOB M BEJET TAaKXKe K CHHTE3y (UTOCTEPHUHOB, B TOM HUHCIIC
CHUTOCTEpOJIa U KaMITUCTepOIIa (PEIIIeCTBEHHIKOB Opaccu-
HocTepouioB) (Sonawane et al., 2016).

Tpetuii 3Tan 6mocuHTe3a. [ THKOATKATONIBI 00pa3yIOTCA
13 00IIero mpeAlecTBEHHIKA XoJecTepuHa (Sawai et al.,
2014). DtoT mporecc U3y4eH i mpeoOIagaronux B pac-
tenusx kaprodens CI'A — o-conaHuHa U o-XaKOHUHA. XOJIe-
CTCpHUH MPEBPAIIACTCS B ATIUKOH — COJIAHUINH, KOTOPBIH IT0-
CJIE/IOBATEIIBHO JIEKOPUPYETCS TIIMKO3UIHBIMH LETIOYKaMH C
MTOMOIIBIO TTUKO3WITpaHcdepas (cM. puc. 4, 6). buocunres
COJIAaHHWJIMHA TPEIIONaracT TPU MOCIEAOBATCIBHBIX OKHC-
uTenbHbIX mpeBpamieHus no C22, C26 u C16 ymeponHsiM
aToOMaM MOJIEKYJIBI XOJIECTEPHHA, B ATHX IPOIECCaX yJacTBY-
1ot renbl nogcemeiicrsa CYP72 untoxpom-P450-3aBucumbix
MOHOOKCHUTeHa3, konupytomue C-22-runpokcmnazy GAME7
(mmuToxpom P450 72A186), C-26-ruapokcunazy GAMES
(uutoxpom P450 72A208) u C-16-runpokcunazy GAMEG
(tmuroxpom P450 72A188); a Taxke 2-0KCOITyTapaT3aBUCH-
Mas quokcureHaza GAME11. GAME4 (turoxpom P450 88D)
okuciser 16,22, 26-Tpuruapokcuxonecteput. B modaBneHnn
aroMa a3oTa y4yacTByeT TpaHcamuHaza GAME12. JIga nocnen-
HUX [Iara SBJSFOTCS TOUYKOH BEeTBICHUS myTer cuaTe3a CI'A n
0e3a30THCTHIX canoHUHOB KapToders. [Tlocienyromiye Hykieo-
(bmITbHBIE 3aMEHBI TIOCPENICTBOM ITPOMEKYTOUYHOTO COETHHE-
HUS TCHEUMHIHA MOTYT 00BSICHUTH 00pa30BaHNE COTaHUANHA
(Cardenas et al., 2015). B mmKo3uIMpoBaHUN COJIAHUAMHA
yuactBytoT Tpu pepmenta: SGT1 (romomor GAMEL), SGT2
1 SGT3 (GAMEY). ITpu nocnenoBaTelbHOM MPUCOSTMHEHUT
D-mmroko361 U 1ByX L-paMHO3 00pasyercsi 0-XaKOHWH; TpH
npucoenuHeHnn D-ranakto3sl, D-rroko3s! n L-pamMHO3bI —
a-comaamnH (McCue et al., 2006, 2007; McCue, 2009).
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[IpumeuatensHo, 9T0 TeHsl GAME opraHu3oBaHbI B Kila-
cTepsl i kodkcnpeccupytorcs. [enst GAMEL (SGTI), GAME?
(SGT3), GAMEG, GAME?7, 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, 4TO paliOHBI KOIKCTIPECCHPYFOLIAXCSI
IeHOB B XpoMocoMax 7 u 12 (iaHKMpOBaHbI MOXOXKUM 00-
pa3oM aHHOTHPOBAHHBIMU T'€HAMH, HACHTHYIHO PACIIOIO0KEH-
HBIMH B TeHOMe. HO 3TH TeHbI 00/1a/1al0T HU3KUM YPOBHEM
KodKcnpeccuu ¢ renamu GAME u, BEpOsTHO, HE CBSI3aHBI C
metadommamoM CTI'A (Itkin et al., 2013).

Jis BIIIEYNIOMSAHYTHIX TeHOB GAME mnoka3aHa npsimMas
KOpPEJIAHs MEXJy YPOBHEM HX HKCIPECCHH U YPOBHEM
HakoruteHus CI'A, 3a uckmrouenneM rena GAME7. YpoBeHb
TPAHCKPHIITOB 3TOTO T'€éHa HE M3MEHSUICS MPHU M3MEHEHUHU
kommuectBa CI'A (Mariot et al., 2016).

B pabore (Mariot et al., 2016) 6611 HOTyYeH TPAaHCKPHITLIN-
OHHBIN Ipodmtk reHoB GAME v ipesicka3aHo YrcIio KOupye-
MbIX uMu u30opm. GAME4 xomupyet ofHy nzohopmy, IiTHHA
KOAMPYIOIIEH YacTH, COCTOSMIeH U3 § 9K30HOB, — 1 614 m. 0.,
obmras giHa rena— 7804 m.o. GAMEG (4741 11.0.) mpencTas-
JICH YeTBIPbMsI n30(hopMamu, NepBast U3 KOTOPBIX KOUPYETCS
TPAHCKPUNTOM C OJHUM 3K30HOM, JIBE — TPAHCKPHUIITAMHU
C TpeMsl 3K30HaMHM, COCTaB KOTOPBIX Pa3iIM4eH, U YeTBep-
Tasi — TPAHCKPUIITOM C TMSAThIO dK30HaMU. GAME7, camblii
MPOTsDKEHHBIN 13 Bcex TeHoB GAME (11078 m.o.), mpex-
CTaBJICH IIECTHIO N30(hOpMaMH, ABE U3 KOTOPBIX KOAUPYIOTCS
TPAHCKPHUNTAMHU C MATHIO SK30HAMM PA3JIUYHOTO COCTaBa U
4yeTeIpe n30()OpMbI KOAUPYIOTCS TPAHCKPHUIITAMU C OTHHM,
JIBYMsI, TPEMSI M YETHIPHMsI 9K30HaMH COOTBETCTBEHHO. | €HBI
GAMES8a v GAMESb sBNstoTCS KOMUSIME HA OJJHOH XPOMO-
coMe M KOTUPYIOT 1o oHOH n3odopme. OHU COCTOST U3 IIATH
9K30HOB KXKIBIH 1 OTIAHYArOTCs 1Mo JumiHe (4495 m 4545 m. o.
cooTBeTCTBeHHO). GAME]] (4019 1. 0.) — camblil KOPOTKUH
u3 reHoB GAME, cOCTOUT U3 TISATH SK30HOB M KOJHPYET JIBE
uzopopmel. GAME 2 nmusO# 6626 11.0. coctonut u3 11 3k-
30HOB U KoiupyeT ofHy uzopopmy. [eust GAMEL (SGTI) n
GAME?2 (SGT3) nmunoii 4095 1 4125 1. 0. COOTBETCTBEHHO
COCTOSIT M3 OJTHOTO 9K30HA 1 KOANPYIOT MO OJHOH H30(opMe.

Cnucok reHoB, y4acTBYIOIIMX BO BCEX JTalax CHHTE3a
CT'A, uneHTHUIMPOBAHHBIX AJIS KapTOo(es, IpeaCTaBICH
B TaOm. 2.

Perynauna 6uocunresa CrA

Conepxanne CI'A BappupyeT Kak y pa3IM4HbIX BUJOB, TaK U
BHYTpHU BUJIOB poaa Solanum. Perynsus cuHTe3a DIMKoal-
KOJIOMJIOB 3aBUCHT HE TOJBKO OT TEHOTHIIA, HO ¥ OT AEHCTBUS
BHeImHUX (aktopoB (Sinden et al., 1984). [Ipoxnanusiit u
BJIQKHBIM KJIMMAT, pa3JIM4HbIi CTPECC, IOPAHEHMS], @ TAKKE
9KCTIO3MIIMS KIIyOHEH Ha CBETY MOBBIIIAIOT YPOBEHb INTUKOAI-
Kaon0B B pacteHusx (Smith et al., 1996). 3to nonTepx-
JlaeTcst pe3yabTaTaM1 UCCIEA0BAHUM PEryIIsILIUU YPOBHS CTe-
POJIOB y pacTeHHUH, B KOTOPOH HapsAy C APYTHMH (DaKTOpaMu
Yy4acTBYET CUTHAIGHBIH ITyTh )KaCMOHOBOM KHCIIOTBI, OJTH U3
OCHOBHBIX IIyTeil epeiaun CUTHAJIOB MPH 3aIIUTE PACTCHUN
0T OMOTHYECKOTO M a0MOTHYECKOTO CTpecca.

B nmpomoTopHBIX paiioHax reHoB GAME mnpencka3aHbl
pa3yIMuHbIC LHUC-PETYIATOPHBIC AJIEMEHTHI, CBA3aHHBIC C
OMOTHYECKIM 1 AOMOTHIECKIM CTPECCOM U CBETO3aBHCUMON
aktuBanueii (Mariot et al., 2016). Kpome Toro, B renome Sola-
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The biosynthesis regulation

of potato steroidal glycoalkaloids

Table 2. Genes for potato glycoalkaloid biosynthesis

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

Gene designation Accession no.* Reference
HMG1 Sotub02g025630 Cardenas et al,, 2016
PSS1(SQS) Sotub01g047720 »
SQE PGSC0003DMG400004923 Manrique-Carpintero et al., 2013
CAS Sotub04g023080 Cérdenas et al., 2016
KU313680 Kumar etal., 2017
LAS PGSC0003DMB000000328:43281700..43271000 Kumar etal., 2017
SMT1 Sotub01g025880 Cardenas etal., 2016
SSR2 Sotub02g015720 Cardenas etal., 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
GAMES8b PGSC0003DMG400026586 »
GAMEG (PGA2) PGSC0003DMG400026594 Umemoto et al,, 2016
Sotub07g016580 Cérdenas et al., 2016
PGSC0003DMG400011750 Mariot et al., 2016
GAMETT PGSC0003DMG400011751 Mariot et al., 2016
Sotub07g016570 Cérdenas et al., 2016
GAME4 PGSC0003DMG400024274 Mariot et al., 2016
Sotub12g011090 Cardenas etal., 2016
GAMET12 PGSC0003DMG400024281 Mariot et al., 2016
Sotub12g011080 Cérdenas et al., 2016
GAMET1 (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

* Accession numbers follow the databases GenBank (https://www.ncbi.nlm.nih.gov/), Spud DB (Hirsch et al., 2014), and POTATO GENOMICS RESOURSE

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

num tuberosum ObUT UICHTU(PHUIIMPOBAH TPAHCKPHUITIIMOHHBIH
dhaxkrop GAMEDY, unen cemeiictBa AP2/ERF (APETALA2/
ETHYLENE RESPONSE FACTORS), perynmupytommuii 6ro-
cunTe3 CI'A, a Tak)Ke akTUBHOCTH HECKOJIBKHX I'€HOB OMOCHH-
Te3a npemecTBeHHUKOB CI'A — MeBasloHaTa 1 XolecTeprHa.
B pactenusx xaprodens ren GAMEY xo3Kcnpeccupyercs ¢
GAME?2, GAME1l, GAMEG6, GAME1, GAME12 w GAME4,
aTakke ¢ reHoM SSR2. B paiione nokanuzanuu rena GAMEY
B xpomocome 1 kaproderst Obu1 BersiBneH QTL (quantitative
trait locus — JIOKyC KOJIMIeCTBEHHOTO MPU3HAKA), CBSI3AHHBIH C
BbICOKUM ypoBHeM CI'A B kiryOnsix (Céardenas etal., 2016). Ha
pactenusx Solanum lycopersicum moxazano, uto GAME9 —
9TO NMEPBUYHBINA TPAHCKPUIIIMOHHBIHN (DaKTOp B CHTHAIEHOM
IIyTH KaCMOHOBOU KHUCJIOThI YEPE3 PELEITOPHBIN KOMILIEKC,
OJTHAM H3 KOMIIOHEHTOB KoToporo siBisiercst 6emok CORONA-
TINE INSENSITIVE 1 (COI1) (Abdelkareem et al., 2017).
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[Mocne sTana 6uocunTesa ¢ yuactiuem CAS 1 00pazoBaHueM
LUKJIOAPTEHOJIA HACTYIAET Ba)KHAsl TOYKA PETYISIUU ITyTH,
B KOTOPOH KOHTPOJIHPYETCS PACXOKACHUE CHHTE3a MEPBUU-
HBIX METa00INTOB (PUTOCTEPUHOB (TOMUHHUPYIOIIUH ITyTh) 1
BTOpuuHbIX MeTabonutoB CI'A. LlukioapTeHoI — OCHOBHOI
npenmecTBeHHNK putocteprHoB M CI'A. M30BITOK KOHCTH-
TYTHUBHBIX (PUTOCTEPHUHOB B JINCTHAX PACTCHHH KapToQeis
KOMIIEHCHPYETCsl PEBpaIleHNeM MpeAlIeCTBeHHNKA (LIUK-
nmoaptenona) B CI'A, Ge3 momaBieHMUs SKCIPECCHH TEHOB,
YYaCTBYIOIINX B CHHTE3E IuKIoapTeHoa (Kumar et al., 2017).
B oTimnume oT peryssiiuy B JIMCThSIX, B MSIKOTH KITyOHEH IpH
yaactiu crierduyaroro st HuX gepmenta StLAS-like n3-
OBITOYHBIC TTPOMEXYTOUYHBIC MPOLYKTHI MPEBPAIIAIOTCS B
JIAHOCTEPOJI, U3 KOTOPOTo, B CBOIO OYepe/ib, MOI'YyT 00pa3o-
BBIBaThCS JIMING cliemoBble koamdectBa CI'A (Sawai et al.,
2006; Kumar et al., 2017). Takoit MexaHU3M TEPEKITFOYCHUS
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CHHTE3a C LUKJIOAPTEHOA Ha JIAHOCTEPOJI MO3BOJISIET MO/~
JIep>)KNBaTh HU3KNH YPOBEHb IIMKOAIKAJIONIOB B KIyOHSX.
B npomotophoii obnactu rena StLAS-like Ovinn HaiineHbI
L1 C-DJIEMEHTBI, KOTOPbIe 00ECIIEUMBAIOT HEIIOCPEICTBEHHO
TKaHecnennpuIHyo 3Kkcipeccuto. [TokazaHo cymecTBeHHOE
pasnuuue B YPOBHSAX TPAHCKPUIIIMU 3TOTO TE€HA B PA3HBIX
TKaHSIX, IPUYEM HanboJsiee BBICOKUI YPOBEHb TPAHCKPHUIIIIMU
OTMeUeH B MAKOTH KiIyOHe#. Taxke B ero mpoMoTope ObUTH
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 3JI€MEHTHI, CBSI3aHHBIC C
aKTHUBalMEl B OTBET Ha CTPECC, BO3ACHCTBUE TOPMOHAMU U
ceetoM. [Ipeamonaraercs, TakuM 00pa3oMm, 9TO Iy Th OMOCHH-
Te3a JIAHOCTEPOJIAa y PACTeHUI BEJET K CHHTE3y BTOPUYHBIX
MeTaboJIMTOB, 3aJeHICTBOBAHHBIX B 3aIIUTE PACTCHHUU OT
JeiicTBhs 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 (DYHKIUHI 9THX reHoB. CHIDKeHne
(hyHKIMK WM, HA000POT, cBepxdKcnpeccus reaa GAMEY,
konupyromero AP2/ERF tpanckpununonHslii Gpakrop, BIu-
s Ha HakoruieHne CI'A u GpuTOCTEepHHOB, COOTBETCTBEHHO
TIOHMKas! MJIM TIOBBIIIAsk CHHTE3 3TUX BEIIECTB U MOATBEPIKast
perynsiTopHyto poib reHa (Céardenas et al., 2016).

Caepxaxkcnpeccus reHa SMT1 cou (KOTUPYIOIIEro Kirode-
BOM (PEPMEHT, IEPEKITIOYAIOIIII CHHTE3 CTEPHHOB B CTOPOHY
(PUTOCTEPHHOB) B paCTEHUSX KapTO(EIst TPUBONIIA K TIOHIKE-
Huro ypoBHsi CI'A, a Takxke CBOOOIHOTO XOJIeCTepHHA. YPOBCHb
CT'A 651 HIKe Ha 41 11 63 % B TUCTBSIX 1 KITyOHSIX COOTBET-
CTBEHHO, YpOBeHb xonectepuna — Ha 50 %. IIpu 3ToM OBBI-
IajIoch cojiepkanue gurocrepuHoB (Arnqgvist et al., 2003).

[Tonasnenne »kcnpeccnn reHa SSR2 npu momommu PHK-
nHTEp(EPEHINH WIN HapyIICHNE ero (GyHKIUH ¢ ITOMOMIBIO
T€HOMHOTO pelaKTUPOBaHMA (C MCIHONb30BAaHHUEM CHCTEMBI
TALLEN) mpuBonnio y pacTeHui kKapTodens K CHIKESHUIO
YpOBHS XonecTeprHa, a Takke CI'A mpumepno Ha 10 %, Ge3
KaKoro-u00 BIUSHUS Ha POCT pacTeHui (Sawai et al., 2014).
Hebonsmree camxenne yposas CI'A, HecMOTpS Ha KITIOYEBYIO
posb SSR2 B ux cuHTe3e (CM. puc. 4), MO3BOJISET MPE/IIONO-
JKUTh HAJIMYKE JTyOJIUPYIOIIMX TEHOB.

[onasnenne ¢pyukiun GAMES (PGAI)u GAMEG6 (PGA?2)
kaprodens npu nomomn PHK-naTepdepenumn npusoamio
K cHkeHuto conepxkanust CI'A 6onee yem B 10 pa3 1 noBbI-
IIIEHHUIO CozlepKaHus cyocTparoB 3TuX GpepmeHToB (Umemoto
et al., 2016). IIpn 3TOM pacTeHns: XapakTepU30BAIUCH HOP-
MaJlbHbIM BET€TaTUBHBIM POCTOM U KITyOHE0Opa3oBaHUEM, HO
OTIIMYAJINCH CTEPUIIBHOCTBIO IO My>KCKoMy THITy. [Toka3aHo
TaKXXe, YTO KIIyOHHW TPaHCTEHHBIX PACTCHUI HE POpacTaln
IIPU XpaHEHUH Ha BO3/yXe WU B BOJE, HO IIPOpAcTalu Mpu
XpaHEHHUH B TIOYBE, a TAK)KE B IUTATEILHOM Cpeie.

[Nonwmwxenne dynknun rena GAME4 xapTodenst npu 1mo-
motn PHK-uHTEpdepenym mpuBoanio K U3MEHEHHIO Ipo-
(hnnst MeTaboTUTOB 3TUX PACTEHHH CO CIBHUTOM B CTOPOHY
HaKOIUICHHS CTEPOU/THBIX CAlTOHUHOB M (DUTO3KIMCTEPON/IOB
1 ymeHbIneHus HakorsieHus: CI'A B HECKOJIBKO pa3, 4To COIpPO-
BOK/JJAJIOCh CHIDKEHUEM PE3UCTEHTHOCTH K ITaToreny Verticil-
lium dahliae (Paudel et al., 2017).
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Cepust padotr (McCue et al., 2006, 2007, 2017; McCue,
2009) mocesmeHa IMUMHHAPOBAHHUIO TITHKO3MIINPOBAHHAS,
nocriestHero mrara popmuposanust CI'A, myTem He3aBHCHMOTO
BCTpaMBaHMs B TEHOM PACTCHUH KapTO(esi aHTHCMBICIIOBBIX
KOHCTPYKIWH 15 TeHoB rukoswias (SGT1, SGT2 u SGT3).
B nuHMAX €O BCTPOCHHBIMU AHTHCMBICIOBBIMU KOHCTPYK-
wsiMu Uit SGT'1 m SGT2 Habiroa10ch U3MEHEHHE COOTHO-
IIEHUS 0-COJTAHMHA U 0-XaKOHWHA: YMEHBIIICHUE Ol-COJTAaHNHA
C KOMIIEHCATOPHBIM YBEJINYCHUEM O-XaKOHMHA B JIMHUU C
AQHTUCMBICTIOBON KOHCTpyKIued mia SGT/ u npoTuBOmNo-
noxHOoe M3MeHeHnue B muHUU SGT2. OgHako TpaHCTEHHBIC
JIMHUM C IBOMHBIMU @aHTHCMBICTIOBBIMH KOHCTPYKIMSMHE JJIS
06oux renoB SGT1 n SGT2 He NPUBOJMIN K YMEHBIICHHIO
obmero ypoBHst CI'A, 1 HaGmIONaI0CH TOJaBIICHIE YKCIIPEC-
cun 160 SGT1, mubo SGT2. B nunuu, TpanchopMrupoBaH-
Hol aHTucMbicnoBoit JIHK SGT3 ¢ kiyOHecnenupuaHbIM
MIPOMOTOPOM, HAONIOAAIOCh YMEHBIIEHUE O-COJAaHUHA U
0-XaKOHMHA C YBEIMUCHHEM MUHOPHBIX (- U Y-hopM 3THX
IJIMKOAJIKAJIOUI0B B KIyOHsX pactenuit. [Ipu nopasnenun
skcripeccur TeHoB SGT HE BBIABICHO MOOOYHBIX 3((PEKTOB
Ha pocT 1 pazButhe pacrenuii (McCue et al., 2017) nnm us-
MEHEeHHMs1 MeTaboIM3Ma 32 HCKITIOUEHHEM LieJICHAIPABIICHHBIX
M3MEHEHHH, OTTMCAHHBIX BBIIIE, YTO MOATBEPKICHO TAKXKE B
pabote (Shepherd et al., 2015).

MeTta6onusm ClA n pacnpegeneHue
B pacTUTe/NbHbIX TKaHAX
depMeHTHI, y4acTBYIOILIHME B CHHTE3€ XOJIECTEPUHA, a TAKKe
(huTOCTEepUHOB, OBUIH HAlICHBI Y PACTCHUI apadumoncuca u
Tomara B MemOpane DITP (3H1011a3MaTHYECKOTO PETUKYITY-
Ma), a TaKXKe B IUIa3MOJIEMME U JINIH0NOI00HBIX YaCTUIIAX
kietkn (Sonawane et al., 2016). CT'A nokam30BaHbI HETIO-
CPEJICTBEHHO B IMTOILIa3MeE — ITIaBHBIM 00pa30M B BaKyOJIsX, a
TaKXKe B alloIIacTe pacteHuit romara u kaprogens (Cardenas
et al., 2015). Onu HaiieHBI BO BCEX OpraHax M TKaHSIX pac-
TeHNH KapTodess, KpoMe cepALeBUHBI KiyoHs. Hanbosbmas
koHuteHTparus CI'A B kiryOHsX Obliia 00HApYKEHA B IOy TO-
pamMIIUTIMETPOBOM cioe ¢emnoaepmsl (Mariot et al., 2016).
KoHueHTparys NMKoankason10B B (heruionepMe 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 IIPEIIONO-
JKeHHe, 9To 0cHOBHOU 6nocuHTe3 CI'A B KITyOHSIX TakKe mpo-
ucxonut B hesutonepme (Sinden et al., 1984; Alyokhin et al.,
2012). Beicokuii yposerb CI'A B ¢erionepme KoppennpoBat
C BBICOKUM YPOBHEM TPAHCKPHIIINN KIIOYEBBIX ()ePMEHTOB
6unocuntesa CI'A, B To BpeMs KaK B IPYTUX YacTSIX PACTCHUS
HaOJonay HU3KUi ypoBeHb 1 CI'A, ¥ TPaHCKPHIITOB FEHOB
6mocuntesa CT'A (Krits et al., 2007). BeposiTHO, HaKoTIIICHHE
IIMKOAJIKAJIOHN/IOB B (DestoiepMe SBISIETCSI OTHUM U3 MeXa-
HHU3MOB 3alIUTHI KIIyOHEH KapTodels OT BpeAnTeeH.
CreponsiHble MIMKOAIKAIOUIbl CHHTE3UPYIOTCS B pacTe-
HUSIX KapTo(]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 TOJBEPraloOTCsl BO3JCHCTBUIO OCBEIEHUS, B TOM
YHCJIe UCKYCCTBEHHOTO, & 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 KaTaJIM3HPYeET IpeBpaliie-
HHe o-xakoHnHa B B-xaxonuH (Filadelfi, Zitnak, 1982). Orot
ke (pepMEHT MOXKET MPEeBpaIlaTh U 0.-COJAHUH B [3-COJIAHUH,
HO UMeeT OoJbIIiee CPOACTBO K a-xakoHnHY (Bushway et al.,
1990). B pa6ote (Nikolic, Stankovic, 2005) u3 60TBBI pac-
TEHUI KapTodens ObUIN BbLIEICHBI (PEPMEHTHI, KOTOPbIE
THIPOJIU3YIOT O-COJIAHWH U 0-XaKOHMH, SKCTPAarnpOBaHHBIE
13 pacTeHHH KapTo(es, 10 arMKoHa COJIAHU/MHA ITPU BO3-
nerictBun Ttemneparypoit ot 30 no 40 °C. Bo3aMoxkHO, 3TH
(hepMeHTHI BOBJIEUEeHHI B mporecc nerpaxamun CI'A B pac-
TEHHSX BO U30€KaHUE ayTOTOKCHYHOCTH, HO UX aKTHBHOCTh
KpaifHe MaJjia B MHTaKTHbBIX KIyOHsx (Ginzberg et al., 2009).

Tokcnueckne ceornctea ClA

Crepou/iHble TIIMKOATKAJIONUIBI — 9TO ONOJIOTUYECKH aKTHB-
HbIE BTOPHYHbBIE METAOOINTHI, KOTOPBIE MOSBUINCH B XOJIE
9BOJIOLUH Solanum Kak KOMIOHEHT 3allUTHOTO MEXaHU3Ma
OT MATOr€HHBIX MUKPOOPTaHU3MOB U HACEKOMBIX-BPEIUTEICH.
ITpn BBICOKOH KOHLIEHTPALUH IIMKOAIKAIOHbI KapTo(es
OTIYTHBAIOT, BBI3BIBAIOT FMOEIb U MOABIISIOT Pa3MHOKEHNE
JUYMHOK KaprodenbHOU T, Macrosiphum euphorbiae,
neperocunka PVA, PVM, PVY (potato virus A, M, Y) u
JIpyrux Bupycos kaprodens (Guntner et al., 2000). B pabore
(Flanders et al., 1992) nmoka3ana ycTOHYUBOCTh KapToders,
cBsi3aHHas ¢ pazauyHbMu CI'A, K TakuM BpeanTENsIM, Kak
KapTrodenpHas OJOIIKa, 3eJIeHasi MEPCUKOBasl TIIs, KapTo-
dbenbHas T, kKaprodeapHas MUKAAKa. [JTHKOAIKAIOUIBI
MHTHOMPYIOT pOCT TpHOHOTO NatoreHa Alternaria brassicicola
(Smith et al., 1996). B psne ucciegoBaHuii TOATBEPKACHA
CBSI3b YCTOWYMBOCTH pacTeHHH Kaprodeis K JIMYMHKAM |
B3pOCIBIM (hOpMaM KOJIOPAJICKOTO KyKa C COAEPKAHUEM B
HUX pa3nuuHbX Tukoankanonnos (Tingey, 1984; Flanders
et al., 1992; Lorenzen et al., 2001).

CymecTByeT JBa MEXaHU3Ma (POPMHUPOBAHUS YCTOHINBO-
CTH K KOJIOPAJICKOMY XKYKY, CBSI3aHHBIX C INIMKOATKAJIONTAMH:
OTIYTMBaHNE HACEKOMBIX (AHTUKCEHO3) M TOKCUYHOCTD (aHTH-
6mo3) (Pelletier, Tai, 2001). [lereppeHTHBII 3P PEKT OCHOBAH
Ha HecnennduaeckoM B3aumoneicTeunr CI'A co BKyCOBBIMU
peuienTopaMu (XeMOCEHCHIUIAMH) XKyKa, BIHMSIOLIEM Ha TH-
meBoe noseaenne Hacekomoro (Mitchell, Harrison, 1985).

YeroiunBOCTh pacTeHui KapTodess K HaCEKOMBIM 3aBH-
CHT KaK OT KOJMYECTBa, TaK M OT COCTaBa MHANBU/IYaJIbHBIX
CT'A. Tax, 7eMHCCHH, COJIAaHWH, XaKOHWH, COTaMapyH U CO-
JIACOHMH HE BIMAIOT Ha YCTOWYMBOCTB, @ TOMaTHH, JICTITHH,
KOMMEPCOHUH U JerHJPOKOMMEPCOHUH, HANPOTHUB, 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). CI'A ¢ pa3Hoii
3¢ PEeKTHBHOCTHIO 00Pa3yIOT KOMIUIEKCHI C XOJIECTEPHHOM
KJICTOYHBIX MEMOpPaH, IPUBO/IS K IIEpeCTaHOBKaM B OMcIIoe 1
paspyuienuro meMmopan. Mosekysa CI'A 00pa3yeT KOMIUIEKC ¢
XOJIECTEPHHOM CBOEH arIIMKOHOBOH YacThIO, a 3P PEKTUBHOCTH
9TOTO MPOIecca 3aBUCUT OT KOHKPETHOM INIMKO3UIHON IIETTH
(Friedman, 2006). EcTb moaTBepx1eHHEe CHHEPTETHYCCKOMY
pa3pymuTeNbHOMY IEHCTBUIO ABYX pasnuuHbix CI'A Ha
CHUHTETHYECKHE KIIETOUHbIe MeMOpaHsl in vitro (Smith et al.,
1996). I'mukoankanou sl TPAHCTIOPTUPYIOTCS B KIETKY Yepe3
MOHHBIE HATPUEBBIE U KaJbIINEBBIC KaHAIBI M HHTHOUPYIOT
tpancnopt noHoB (Friedman, 2006). Kpome toro, CI'A un-
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rHOMPYIOT alleTHIIXOJIIMHICTEPasy U Oy TMPHIIXOJIMHACTEPa3sYy,
(hepMeHTBI, THIPOIHU3YIOIINE HEHPOTPAHCMHUTTEP ALleTHIIXO-
JIMH, B TO BPeMsl KaK MX arIMKOHbI HMEIOT HU3KHH WHIHOU-
TOpHBIN 3(hdexT nim He uMetot ero coceM (Friedman, 2006).

Ha genosexa u ’xuBOTHBIX CI’A 0Ka3BIBAIOT 00IIIEE TOKCH-
4YecKoe, HeHPOTOKCHYECKOe, IMOPHOTOKCHYECKOE, Tenaro-
TOKCHUECKoe U TepaTorenHoe jaeiicreue (Friedman, 2006;
Kozukue et al., 2008). [Tpn 3TOM 0-XaKOHUH TOpa3no Ooiee
TOKCHYCH, YeM 0-COJaHHH. XOTs 00a BelecTBa OJIOKUPYIOT
alleTHIIXOJIMHACTEPa3sy, HO 0-COJIAHWH UMEET MEHEee BhIPaskKeH-
HBIA TUTHYECKHH 3P PEKT WK He NMeeT ero BoBce. [Ipome-
JKYTOYHBIE TPOAYKTHI TUAPOJIM3A O-XaKOHHHA U 0-COJaHHHA
MPOSIBIISIIOT BCE MEHBIITYIO OOLIYIO TOKCHYHOCTB I10 MEpE TOTO,
KaK OHH TEPSIOT YIJIEBOAHBIE TPYIIEL. AIIMKOH COJIAHUANH
HanMeHee TOKCHYCH BO BCeX MPOsBICHHsIX. Takike CONaHUH
1 XaKOHHH OKa3bIBAKOTCA 6onee TOKCUYHBIMH, YEM HUX COOT-
BETCTBYIOIIUE CITMPOCOJIAHBI: COTAMapIHH, COJTACOHHH U CO-
naconuH. OpaibHO MOTPeOIsAeMbIil TOMATHH, TIO-BUIUMOMY,
HerokcuueH (Kozukue et al., 2008). [TepopasnbHbie 10361 CyMm-
MapHbIX CT'A 1-5 Mr/KT Macch Tena IpUBOAAT K OTPABICHUIO
OT HE3HAYUTEIILHOTO JI0 TSKENIOT0, TOT/a KakK J03bI 3—6 MI/KT
MAacchl Tejia MOryT ObITh JieTanbHbIMU (Smith et al., 1996).
‘YcTaHOBIIEHHBIN MaKCUMAaIBHBIN YpoBeHB conepskanms CI'A B
KITyOHSIX J71s 0€30I1aCHOTO KCIIOIB30BAHMS B ITHIILY HE JIOTKCH
npesbimars 20 mr Ha 100 r cBexero Beca (Ginzberg et al.,
2009). ITpu ynotpebieHnu kKapTodens B MHITY BaKHBI YCIIO-
BUsI XpaHEHUs KITyOHel. MI3BeCTHO, 4TO PH XpaHEHHH KITyO-
Hell Ha CBETY B HHX [TOBBILIACTCS COJIEPIKAaHNE IIIMKOAIKAJION-
JIOB C HE3aBUCUMBIM YBEJIMYEHHEM KOJIMYECTBA XJIOPO(uIIa,
TIPUBOIISIIAM K «II03eTICHeHUIO» KiTyOHs (Smith et al., 1996).

3aknioyeHune

Pacrenust 0011a1at0T OrpOMHBIM XMMHUUYECKAM Pa3HO00pa3neM
BTOPUYHBIX META0OJIMTOB, M IOHUMAHKE TOT0, KaK (hOpMHPY-
€Tcs1 3TO pa3HOOOpa3ue B MHOTOCTYIICHIATOM 3BOTIOLOHHOM
myTH, — (yHAaMEHTANBHBIN BOITpOC. MHOTOUYHCIEHHBIE CO-
BpEMEHHBIE copTa KapTodesis BO3HUKIIM OJaroiapsi ojoMali-
HUBAHUIO JUKHX BUJIOB U UX MOCIEAYIONIEMY YITyUIIEHHIO C
MIOMOIIIBIO cesleKIHH. JloMecTrKaiys KapTodesist COpoBOXK-
Jlasiach yMEHbBIICHUEM COIEPIKAHUS CTEPOU/IHBIX TIIMKOAJIKA-
JIOW/I0B, TOKCHYHBIX /ISl yenoBeka. JlanbHeilee n3yueHne
peryssiiun HakoruteHust CI'A n ocobenHocTelt aToro mporiecca
B Pa3JIMYHBIX YCJIOBUAX C LECJIbIO YMCHBIICHUSA COACPIKAHUA
CTEPOHIHBIX TIIMKOAIKAIONIOB B KapTodese Mo3BOINT -
(heKTHBHEE NTPUBIIEKATh K CEJICKIINN AUKHE BUJIBI KApTO(eEs.
Takoe MoJieTpOBaHUE MPOLIECCOB JOMECTHKAIMHU IIPE/ICTaB-
nsieT co0oii etrie oHy (yHIaMEeHTAIBHYIO 3a1ady. 3BecTHBIe
3¢ PEKTHI NTUKOATKAIONJ0B, KPOME TOKCHYECKOT0, TAKHE KaKk
AHTUKAHIEPOIrCHHAas WJIN HpOTHBOMaﬂﬂpHﬂHaH AKTUBHOCTD,
Takke aenaroT onocuuTe3 CI'A akTyambHBIM 00BEKTOM IS
n3ydeHus. [lepcrieKTHBHBIM HaIpaBICHUEM SIBIISICTCS pa3-
paboTka HOBBIX COPTOB KapTodens ¢ TkaHecnenupuaHon
perymsimueit CI'A, B KOTOPBIX OyAeT COXPaHATHCS BBICOKHNA
yposeHb CI'A B MUCTBSIX JUISl 3alIUTHI OT TTATOICHOB U Bpe-
]IHTeﬂeﬁ U OJHOBPEMCHHO IOJAABJIATHCSA HAKOIUICHHUE 3THUX
BEIIIECTB B KITYOHSX.

Acknowledgments
This work was supported in part by the Russian Foundation
for Basic Research, project 17-29-08006.

Potato genetics and breeding



Perynauma 6rocrHTe3a cTepongHbIx
rIvKoankanongos KapTodens

Conflict of interest
The authors declare no conflict of interest.

References

Abdelkareem A., Thagun C., Nakayasu M., Mizutani M., Hashimoto T.,
Shoji T. Jasmonate-induced biosynthesis of steroidal glycoalkaloids
depends on COI1 proteins in tomato. Biochem. Biophys. Res. Com-
mun. 2017;489(2):206-210. DOI 10.1016/j.bbrc.2017.05.132.

Alyokhin A., Vincent C., Giordanengo P. (Eds.). Insect Pests of Potato:
Global Perspectives on Biology and Management. Academic Press,
2012.

Arnqvist L., Dutta P.C., Jonsson L., Sitbon F. Reduction of cholesterol
and glycoalkaloid levels in transgenic potato plants by overexpres-
sion of a type 1 sterol methyltransferase cDNA. Plant Physiol. 2003;
131(4):1792-1799. DOI 10.1104/pp.102.018788.

Bushway A.A., Bushway R.J., Kim C.H. Isolation, partial purification
and characterization of a potato peel a-solanine cleaving glycosi-
dase. Am. Potato J. 1990;67(4):233-238. DOI 10.1007/BF02987264.

Cantwell M. A review of important facts about potato glycoalkaloids.
Perishables Handling Newslett. 1996;87:26-27.

Cardenas P.D., Sonawane P.D., Heinig U., Bocobza S.E., Burdman S.,
Aharoni A. The bitter side of the nightshades: Genomics drives dis-
covery in Solanaceae steroidal alkaloid metabolism. Phytochemis-
try. 2015;113:24-32. DOI 10.1016/j.phytochem.2014.12.010.

Cardenas P.D., Sonawane P.D., Pollier J., Bossche R.V., Dewangan V.,
Weithorn E., Tal L., Meir S., Rogachev 1., Malitsky S., Giri A.P.,
Goossens A., Burdman S., Aharoni A. GAMED9 regulates the biosyn-
thesis of steroidal alkaloids and upstream isoprenoids in the plant
mevalonate pathway. Nat. Commun. 2016;7:10654. DOI 10.1038/
ncomms10654.

Chen Y., Li S., Sun F., Han H., Zhang X., Fan Y., Tay G., Zhou Y.
In vivo antimalarial activities of glycoalkaloids isolated from So-
lanaceae plants. Pharm. Biol. 2010;48(9):1018-1024. DOI 10.3109/
13880200903440211.

Choi E., Koo S. Anti-nociceptive and anti-inflammatory effects of the
ethanolic extract of potato (Solanum tuberlosum). Food Agric. Im-
munol. 2005;16(1):29-39. DOI 10.1080/09540100500064320.

Delporte C., Backhouse N., Negrete R., Salinas P., Rivas P., Cas-
sels B.K., Feliciano A.S. Antipyretic, hypothermic and antiinflam-
matory activities and metabolites from Solanum ligustrinum Lood.
Phytother. Res. 1998;12(2):118-122. DOI 10.1002/(SICT)1099-1573
(199803)12:2<118::AID-PTR207>3.0.CO;2-U.

Filadelfi M.A., Zitnak A. Preparation of chaconines by enzymic hydro-
lysis of potato berry alkaloids. Phytochemistry. 1982;21(1):250-251.
DOI 10.1016/0031-9422(82)80067-8.

Fitzpatrick T.J., Herb S.F., Osman S.F., McDermott J.A. Potato glycoal-
kaloids: increases and variations of ratios in aged slices over pro-
longed storage. Am. Potato J. 1977;54(11):539-544. DOI 10.1007/
BF02852221.

Flanders K.L., Hawkes J.G., Radcliffe E.B., Lauer F.I. Insect resistance
in potatoes: sources, evolutionary relationships, morphological and
chemical defenses, and ecogeographical associations. Euphytica.
1992;61(2):83-111. DOI 10.1007/BF00026800.

Friedman M. Potato glycoalkaloids and metabolites: roles in the plant
and in the diet. J. Agric. Food Chem. 2006;54(23):8655-8681. DOI
10.1021/jf061471t.

Gebhardt C. Bridging the gap between genome analysis and preci-
sion breeding in potato. Trends Genet. 2013;29(4):248-256. DOI
10.1016/j.tig.2012.11.006.

Ginzberg 1., Tokuhisa J.G., Veilleux R.E. Potato steroidal glycoalka-
loids: biosynthesis and genetic manipulation. Potato Res. 2009;
52(1):1-15. DOI 10.1007/s11540-008-9103-4.

Guntner C., Vazquez A., Gonzalez G., Usubillaga A., Ferreira F.,
Moyna P. Effect of Solanum glycoalkaloids on potato aphid, Mac-
rosiphum euphorbiae: Part I1. J. Chem. Ecol. 2000;26(5):1113-1122.
DOI 10.1023/A:1005471624833.

leHeTVKa 1 cenekuus Kaptodens

2018
221

K.A. ViBaHoBa, C.B. lepacumoBa
E.K. XnectknHa

Haase N.U. Glycoalkaloid concentration in potato tubers related to stor-
age and consumer offering. Potato Res. 2010;53(4):297-307. DOI
10.1007/s11540-010-9162-1.

Heftmann E. Biogenesis of steroids in Solanaceae. Phytochemistry.
1983;22(9):1843-1860. DOI 10.1016/0031-9422(83)80001-6.

Hirsch C.D., Hamilton J.P., Childs K.L., Cepela J., Crisovan E., Vail-
lancourt B., Hirsch C.N., Habermann M., Neal B., Buell C.R. Spud
DB: A resource for mining sequences, genotypes, and phenotypes to
accelerate potato breeding. Plant Genome. 2014;7(1). DOI 10.3835/
plantgenome2013.12.0042.

Itkin M., Heinig U., Tzfadia O., Bhide A.J., Shinde B., Cardenas P.D.,
Bocobza S.E., Unger T., Malitsky S., Finkers R., Tikunov Y.,
Bovy A., Chikate Y., Singh P., Rogachev 1., Beekwilder J., Giri A.P.,
Aharoni A. Biosynthesis of antinutritional alkaloids in Solanaceous
crops is mediated by clustered genes. Science. 2013;341(6142):175-
179. DOI 10.1126/science.1240230.

Kenny O.M., Brunton N.P., Rai D.K., Collins S.G., Jones P.W., Ma-
guire A.R., O’Brien N.M. Cytotoxic and apoptotic potential of po-
tato glycoalkaloids in a number of cancer cell lines. J. Agr. Sci. Appl.
2013;2(4):184-192. DOI 10.14511/jasa.2013.020401.

Kozukue N., Yoon K.S., Byun G.I., Misoo S., Levin C.E., Friedman M.
Distribution of glycoalkaloids in potato tubers of 59 accessions of
two wild and five cultivated Solanum species. J. Agric. Food Chem.
2008;56(24):11920-11928. DOI 10.1021/j80263 1t.

Krits P, Fogelman E., Ginzberg I. Potato steroidal glycoalkaloid levels
and the expression of key isoprenoid metabolic genes. Planta. 2007;
227(1):143-150. DOI 10.1007/500425-007-0602-3.

Kumar A., Fogelman E., Weissberg M., Tanami Z., Veilleux R.E., Ginz-
berg 1. Lanosterol synthase-like is involved with differential accu-
mulation of steroidal glycoalkaloids in potato. Planta. 2017;246(6):
1189-1202. DOI 10.1007/s00425-017-2763-z.

Lorenzen J.H., Balbyshev N.F., Lafta A.M., Casper H., Tian X., Sagre-
do B. Resistant potato selections contain leptine and inhibit develop-
ment of the Colorado potato beetle (Coleoptera: Chrysomelidae).
J. Econ. Entomol. 2001;94(5):1260-1267. DOI 10.1603/0022-0493-
94.5.1260.

Manrique-Carpintero N.C., Tokuhisa J.G., Ginzberg 1., Holliday J.A.,
Veilleux R.E. Sequence diversity in coding regions of candidate
genes in the glycoalkaloid biosynthetic pathway of wild potato spe-
cies. G3 Genes Genom. Genet. 2013;3(9):1467-1479. DOI 10.1534/
23.113.007146.

Mariot R.F., De Oliveira L.A., Voorhuijzen M.M., Staats M., Hut-
ten R.C., van Dijk J.P., Kok E.J., Frazzon J. Characterization and
transcriptional profile of genes involved in glycoalkaloid biosynthe-
sis in new varieties of Solanum tuberosum L. J. Agric. Food Chem.
2016;64(4):988-996. DOI 10.1021/acs.jafc.5b05519.

McCue K.F. Potato glycoalkaloids, past present and future. Fruit Veget.
Cereal Sci. Biotechn. 2009;3(7):65-71.

McCue K.F., Allen P.V., Shepherd L.V., Blake A., Whitworth J., Mac-
cree M.M., Rockhold D.R., Stewart D., Davies H.V., Belknap W.R.
The primary in vivo steroidal alkaloid glucosyltransferase from po-
tato. Phytochemistry. 2006;67(15):1590-1597. DOI 10.1016/j.phy-
tochem.2005.09.037.

McCue K.F., Allen P.V., Shepherd L.V., Blake A., Maccree M.M.,
Rockhold D.R., Novy R.G., Stewart D., Davies H.V., Belknap W.R.
Potato glycosterol rhamnosyltransferase, the terminal step in triose
side-chain biosynthesis. Phytochemistry. 2007;68(3):327-334. DOI
10.1016/j.phytochem.2006.10.025.

McCue K.F., Breksa A., Vilches A., Belknap W.R. Modification of po-
tato steroidal glycoalkaloids with silencing RNA constructs. Am. J.
Potato Res. Online 2017;1-6. DOI 10.1007/s12230-017-9609-x.

Mitchell B.K., Harrison G.D. Effects of Solanum glycoalkaloids on
chemosensilla in the Colorado potato beetle. J. Chem. Ecol. 1985;
11(1):73-83. DOI 10.1007/BF00987607.

Nikolic N.C., Stankovic M.Z. Hydrolysis of glycoalkaloids from Sola-
num tuberosum L. haulm by enzymes present in plant material and
by enzyme preparation. Potato Res. 2005;48(1):25-33. DOI 10.1007/
BF02733679.

BaBuWNOBCKMI )KYypHan reHeTUKn 1 cenekuymm « 2018 « 22+ 1 33



The biosynthesis regulation
of potato steroidal glycoalkaloids

Paudel J.R., Davidson C., Song J., Maxim I., Aharoni A., Tai H.H.
Pathogen and pest responses are altered due to rnai-mediated
knockdown of GLYCOALKALOID METABOLISM 4 in Solanum tu-
berosum. Mol. Plant-Microbe Interact. 2017;30(11):876-885. DOI
10.1094/MPMI-02-17-0033-R.

Pelletier Y., Tai G.C.C. Genotypic variability and mode of action of
Colorado potato beetle (Coleoptera: Chrysomelidae) resistance in
seven Solanum species. J. Econ. Entomol. 2001;94(2):572-578. DOI
10.1603/0022-0493-94.2.572.

Rangarajan A., Miller A.R., Veilleux R.E. Leptine glycoalkaloids re-
duce feeding by Colorado potato beetle in diploid Solanum sp. hy-
brids. J. Am. Soc. Horticult. Sci. 2000;125(6):689-693.

Reddivari L., VanamalaJ., Safe S.H., Miller (Jr.) J.C. The bioactive com-
pounds a-chaconine and gallic acid in potato extracts decrease sur-
vival and induce apoptosis in LNCaP and PC3 prostate cancer cells.
Nutr. Cancer. 2010;62(5):601-610. DOI 10.1080/01635580903532358.

Satoh T. Glycemic effects of solanine in rats. Jap. J. Pharmacol. 1967;
17(4):652-658.

Sawai S., Akashi T., Sakurai N., Suzuki H., Shibata D., Ayabe S.I.,
Aoki T. Plant lanosterol synthase: divergence of the sterol and triter-
pene biosynthetic pathways in eukaryotes. Plant Cell Physiol. 2006;
47(5):673-677. DOI 10.1093/pcp/pcj032.

Sawai S., Ohyama K., Yasumoto S., Seki H., Sakuma T., Yamamoto T.,
Takebayashi Y., Kojima M., Sakakibara H., Aoki T., Muranaka T.,
Saito K., Umemoto N. Sterol side chain reductase 2 is a key enzyme
in the biosynthesis of cholesterol, the common precursor of toxic
steroidal glycoalkaloids in potato. Plant Cell. 2014;26(9):3763-
3774. DOI 10.1105/tpc.114.130096.

34 Vavilov Journal of Genetics and Breeding - 2018 - 22 « 1

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

Shepherd L.V.T., Hackett C.A., Alexander C.J., McNicol J.W., Sun-
gurtas J.A., Stewart D., McCue K.F., Belknap W.R., Davies H.V.
Modifying glycoalkaloid content in transgenic potato — Metabolome
impacts. Food Chem. 2015;187:437-443. DOI 10.1016/j.foodchem.
2015.04.111.

Sinden S.L., Sanford L.L., Osman S.F. Glycoalkaloids and resistance
to the Colorado potato beetle in Solanum chacoense Bitter. Am. J.
Potato Res. 1980;57(7):331-343. DOI 10.1007/BF02854028.

Sinden S.L., Sanford L.L., Webb R.E. Genetic and environmental con-
trol of potato glycoalkaloids. Am. J. Potato Res. 1984;61(3):141-
156. DOI 10.1007/BF02854035.

Smith D.B., Roddick J.G., Jones J.L. Potato glycoalkaloids: some un-
answered questions. Trends Food Sci. Technol. 1996;7(4):126-131.
DOI 10.1016/0924-2244(96)10013-3.

Sonawane P.D., Pollier J., Panda S., Szymanski J., Massalha H.,
Yona M., Unger T., Malitsky S., Arendt P., Pauwels L., Almekias-
Siegl E., Rogachev 1., Meir S., Cardenas P.D., Masri A., Petrikov M.,
Schaller H., Schaffer A.A., Kamble A., Giri A.P., Goossens A.,
Aharoni A. Plant cholesterol biosynthetic pathway overlaps with
phytosterol metabolism. Nat. Plants. 2016;3:16205. DOI 10.1038/
nplants.2016.205.

Tingey W.M. Glycoalkaloids as pest resistance factors. Am. Potato J.
1984;61(3):157-167. DOI 10.1007/BF02854036.

Umemoto N., Nakayasu M., Ohyama K., Yotsu-Yamashita M., Mizuta-
ni M., Seki H., Saito K., Muranaka T. Two cytochrome p450 mono-
oxygenases catalyze early hydroxylation steps in the potato steroid
glycoalkaloid biosynthetic pathway. Plant Physiol. 2016;171(4):
2458-2467. DOI 10.1104/pp.16.00137.

Potato genetics and breeding



