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CHUHTE3 AHTOITUAHOB Y KAPTO®EJIA (Solanum tuberosum L.):
TEHETUYECKUE MAPKEPBI 1JI51 HAITPABJIEHHOI'O OTBOPA"
(00630p)

K.B. CTPBITHA!, E.K. XTECTKHHAL 2

AHTOLMAHOBBIE MMITMEHTbI MOTYT CHHTE3MPOBATHCHA B KOXKYpe M MAKOTH KiyOHeil Kaptodens.
Kpome TOro, oKpameHHbIMH MOTYT ObITb HBETKH, JIUCTbS, CTEOIH W IMNA3KU. DTH coeAUHEHHS (DEHOJIb-
HO¥l MPUPOIbI 3aMHUINAIT (POTOCHHTETHIECKHIl aNMapaT pacTUTEJIbHOH KIETKH, HEHTPaIu3ylOT CBOOO-
Hble PaIUKajbl, MOBLINAIT d(ddekTnBHOCTL ycBoeHHs ¢ocdopa U a30Ta, 00JaJaI0T OCMOPETYJIHPYIO-
meil GpyHKuMeil, aAHTHMUKPOOHO# AKTHBHOCTbI0O W MHOTMH JIPYTHMH CBOWCTBAMH, MO3BOJISIIOIINME pac-
TEHUSIM AJANTHPOBATHLCS K HEOJATONMPHUSTHBIM YCJIOBHSM OKpyXkatomieii cpeabl. QO0cyxkaaercs pojib aH-
TONMAHOB, MOCTYNAWINNX C PACTHTEIbHOI MUIeil, B nmpoduiakTuke caxapHoro nuadera II Ttuma, cep-
JIeYHO-COCYIMCThIX W MHGEKIMOHHbIX 3a0ojeBanuii. Y kaprodenss Solanum tuberosum L. Kak BaxHOi
NPOAOBOJILCTBEHHO! KYJIbTYpPbI COJEPKAHME AHTOLMAHOB IEJeCO00PA3HO MOBLIMIATh B CheI0OHOI YacTH
pacteHdss — MSKOTH KiyOHeil. B OKpalieHHbIX KIyOHSIX 3TOT MOKa3aTeslb CONOCTABAM C TAKOBBIM Y
YEepPHUKH, €XKEBUKH, KJIOKBbI M KPACHOTO BHHOTPAJa, OH He MeHsieTcs (MO0 HEe3HAYNTENIbHO CHUXKAET-
cs) mocjie KyJIMHAPHOI 00padOTKH, a TaKxKe MPH INTeJbHOM XpaHennu Kaprodens. I[losbimenne 3¢-
(heKTHBHOCTH TPOrpamMM ceJIeKIMH MO MPU3HAKAM OKPACKH MSKOTH KiIyOHs (KpacHas W ¢moJeToBasi) B
HaACTosIIee BpeMs CBS3bIBAIOT ¢ pa3padorkoii JIHK-mapkepoB mejieBbIX reHOB OMOCHHTE3a aHTOHMAHOB
Ha ocHoBe npuveHenus IIIIP-anamm3za. Ilenp HacTosmero 003opa — NPOAHAJIM3HPOBATbH CBEIECHHS O
reHax, PeryJupyiommx OMOCHHTE3 AHTOUMAHOB y Kaprodelsisi, U OUEHUTh BO3MOXKHOCTb pPa3padoTKu
JHK-mMapkepoB, mo3BOJISIONMX MPEICKA3bIBATh XapaKTep OKPACKH MSKOTH 10 Havaja KiyOHeoOpa3o-
BaHHsA (HA PAaHHMX 3Tanax OHTOreHe3a pacTeHuii). 3BeCTHO, YTO B FeHETHYECKOM KOHTpOJIe OHOCHHTE-
32 AHTOLMAHOB YYACTBYIOT CTPYKTypHble TeHbl ¢epmenToB xankoncunrassl (CHS), xankondraBaHonn3so-
mepassl (CHI), murmapodnasonon-4-penykrassl (DFR), daasanon-3-runpokcunassl (F3H), daBonona-
3’-ruapokcunasel (F3'H), dnaBononn-3’,5 -ruapokcuiaassl (F3'5H) m anrommanumuncunaTassl (ANS).
CuHre3upysch B INTO30JI€, OHH Jajiee TPAHCMOPTHPYIOTCSA K BAKyoJsiM KJIETKH. AKTHBAINS OWOCHHTE32
KOHTPOJIMpYeTCs] KOMIUIEKCOM TpaHCKpumiuoHHbix aktopos MBW (MYB, bHLH u WD40), koTopsrit
CBSA3BIBAETCS C MPOMOTOPAMH TeHOB IEPEYHCJIEHHBIX Bbile (hepMeHTOB. Y KapTodels HAeHTH(HIMPO-
BaHbI HECKOJIbKO T€HOB, KOJUPYIOMINX TPAHCKpUNIMOHHBIA ¢dakrop MYB, 3 HUX ¢ aHTOLMAHOBO# MHT-
MeHTauueil accouunpoBan StANI1. DTOT reH CBA3BIBAOT € JOKycoM D, paHee 0OHapy»KeHHbIM C NMOMO-
MbI0 KJIACCHYECKOTO0 TeHeTHYECKOro0 aHaim3a W KaprupoBaHubiM B 10-ii xpomocome. I'eHbl, Komupyro-
mme dakropsl bPHLH (StJAFI3 n StbHLHI) u WD40 (StWD4(0), 0bL1H BbISIBJIEHbI TOJbKO 1O FOMOJIO-
IAM C AHAJIOTMYHBIMM T€HAMH JPYTHX PACTEHMil, HO HE C MOMOMUIbI0 TeHETHYECKOro aHAIM3a (BEpPOSTHO,
B CHJIy OTCYTCTBHS QJLIEJIbHOTO pa3noodpasus). Cunraercs, 4to StANI — OCHOBHOW TeH, ONpenesio-
muii I3MEHYNBOCTh KapTodess mo npu3Hakam okpacKu. OnucaHbl BApUAHTHI €r0 aJuielieil, W MOKa3aHa
CBSI3b Pa3HbIX BapHAHTOB ¢ 3(hGeKTHBHOCTbIO OMOCHHTE3a aHTOIMAHOB. Alutem StANI moxno midde-
pennupoBath no AauHe ¢parmentoB npu [MI[P-ammmdukammm, 4To mo3B0JIsSieT KOHCTPYHPOBATH YA00-
Hble JIMATHOCTHYECKHE MAapKephl Ui celeKuud. B peakux ciayyasx OTCYTCTBHE AHTOLMAHOB MOXKET
ObITh 00YCJIOBIIEHO MyTalueil CTPYKTYPHOTO TeHa, B JMTEPaType 3TO OMHUCAHO AJA JoKyca R, kKoaupy-
omero ¢epvenr DFR. MyTtaums mo apyromy crpykrypHomy reny — StF3’5 H (nokyc P) napymaert
OMOCHHTE3 AHTOIMAHOB JMIIb YACTHYHO, 3ATPArMBasi TOJIbKO CHHHME M (DHOJETOBble, HO He KpACHBIE
nurMeHTsl. D10 nenaet StF3'5'H npuBieKaTebHOi MHIIEHBIO TP MCHOJIb30BAHUN MOJIEKYJISIPHBIX Map-
KepoB ISl NIeHTH(NKAIMA TeHOTHIIOB C Pa3HOil OKPACKOil MIKOTH KJIyOHs ((hmoJieToBasi miM KpacHas).
Takum 00pa3omM, OCHOBHBIMH MHIIEHSIMH JJIsi CeJeKUMH HA moJydeHue (opm Kaprodensi, CHHTE3UPYIO-
[IMX AHTOIMAHBI, B HACTOSIIEE BPeMsI CYNTAIOTCA ABa reHa — StANI u StF3' 5 H.

KmoueBbie cioBa: Solanum tuberosum, xaptotesib, MapKep-OPHEHTHPOBAHHAS CeJIEKIHMs, aH-
TOUMAHDI, CTPECCOYCTOMYUBOCTD, MUTATEIbHAS IIEHHOCTD, TeHbl, TUATHOCTHYECKHE MAPKEPBI.

AHTOLIMAaHBl OTHOCITCS K (DJJaBOHOMAAM — MHOTOYMCJICHHOM TpYIIIe
PACTUTEIBHBIX MUTMEHTOB (PpeHONbHOM TpUpoAbl. ¥ KapTodens (Solanum tuber-
osum L.) aHTOIIMaHBI MOTYT OOYCJIOBIMBATh OKPACKY KOXYpPHI KIYOHS (pO30Basi,
KpacHasi, KpaCHO-, CHMHe- W TeMHO-(uoeToBast), MIKOTA KJIyOHS (KpacHass u
(uoneroBasi, CIUIOIIHAs WM O4YaroBasl, pa3HOil HACHIIIEHHOCTH), I[JIA3KOB U
LIBETKOB (KpacHasi ¥ CHHsSI, HCOOMHAKOBON MHTEHCUBHOCTHU), JINCTHEB U CTEO-
neit (oT cnaboii 10 ouyeHb MHTeHCUBHOM) (1).

Okpacka cTeOisI M JIMCTBEB 3aCIyXMBaeT BHHUMAHHUS, ITOCKOJIBKY 3TO

* PaGora moarotoBieHa npu nomaepxkke Poccuiickoro HaydHoro donma (rpant Ne 16-16-04073).
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afanTUBHbIE MpU3HAKM. Tak, aHTOLIMAaHBI YYACTBYIOT B 3alluTe (hOTOCUHTETHUYE-
CKOTO amrmapara M LUTOILIa3MaTUYECKO MeMOpaHbl KJIETKU, HEUTPAIU3YIOT CBO-
OOmHbIE paguKaibl, MPEeAOXpaHsIsl OT MX HEOJaronpUsITHOIO BO3ACHCTBUS, MOBbI-
mamT 3¢ dekTuBHOCTL ycBoeHUsT (ocopa M a3oTa, CHOCOOCTBYIOT YCUJIEHUIO
ocMoperyIupymollei (GpyHKIIMU, CHUKAIOT TeMIepaTypy 3aMep3aHusl COAepKUMO-
ro KJIeTKH, OOecreuyuBaloT XeJaTUpPOBAaHHWE M CEKBECTMPOBAHME MOHOB TSIKEJBIX
METaJUIOB. DTU CBOMCTBA B TOM WJIM MHOM COYETAaHMM ITO3BOJISIIOT PACTEHUSIM
IIPUCITIOCOOUTBCA K HEeOJIaronpusITHBIM YCJIOBUSIM — U30bITOUHOMY YD-M31yde-
HUIO, 3acyxe, 9KCTpeMajbHbIM TeMIlepaTypaM, 3acOJICHUIO ITOYBbI, IE(ULIMTY
docdopa 1 azoTa, TOKCUYECKOMY ACHCTBUIO TEPOUIIMIOB U MOHOB TSLKEJBIX Me-
TayutoB (2-5). Takke aHTOIMAHBI OONANAIOT AHTUMMKPOOHON aKTUBHOCTBIO (6,
7). Hanpumep, mokasaH uX CYLIECTBEHHBbIM BKJIaA B YCTOMYMBOCTH KapTodess: K
MOKpPOI T'HUJIM: Ha cpe3ax KiIyOHel ¢ (hMOJIeTOBOM MSKOThIO IUIOIIAAb MOopaxke-
HUS ObLIa B cpemHeM Ha 28,6 % MeHblile, yeM Y KapTodelst ¢ KeJITOM MSIKOThIO
(8). B pactutesbHBIX TKaHSIX B 30HE MHOUUMUPOBAHUS IMPOUCXOIUT OBICTpOE
oKucieHre (eHOJbHbIX COeAMHEHUI, B TOM YMCJIe aHTOLMAHOB, C MOCIECIYIOLIEH
JUrHuUKaLueit, cyoepuHU3aleil U IporpaMMUpyeMoil Tnoesbio KieTok (9).
M3 notpeduTebcKrX KauyecTB KapTodesh KaK MPoa0BOJILCTBEHHOM Kylb-
Typbl HauOoOJIbllIee 3HAYCHVE MMEET COAepKaHWe aHTOIIMAHOB B KIIYOHSIX U OCO-
OeHHO B UX MSIKOTU. M3BeCTHO, UTO aHTOLMAHbI, MOCTyNAlOLIYE C PACTUTEIbHON
MUIIEeH, MOTYT Mpeaynpexkaarh CepacyHO-COCYIUCThIe 3a00JeBaHUs, CaXapHbIH
nuaber Il Tmna, apTpuT, oXupeHue, NaTOJOIUM 3pEeHUs, pa3IUYHbIe BUIbI paka
U HeliporereHepaTuBHbIC 3a0oyieBaHUS, 00JamaloT MPOTHMBOBOCIAIUTEILHBIM
neiicteueMm (10-15). MonekynsapHble MEXaHU3MBbI, JieXKalllue B OCHOBE 3THUX
CBOWCTB, 0 KOHIIA HE SICHBL. JIJIT HEKOTOPBIX MOJMGEHOIbHBIX COEAUHEHUN TTO-
Ka3aHO BO3MOXHOE Yy4yacTMe€ B pEeryJsiiMd T€HHON aKTMBHOCTH, CUTHAJIbHOM
TPaHCIOYKILIMK, BO3NEHCTBUM Ha KJIETOUHBIC PELIENTOPHI M OEJIKHU IJIa3Mbl KPOBHU,
YYaCTBYIOIIME B peakIMU BOCIIAJIMTENLHOTO oTBeTa (Oenku ocTpoii daswr) (16-
18). ObcyxnaloTcsl aHTUOKCUIAHTHBIE CBOMCTBAa aHTOLMAHOB. B yacTHOCTH, He
SICHO, CIIOCOOHBI JIM OHU HEeUTpaau30BaTh CBOOOAHBIE padvKaibl in Vivo Tak Ke,
Kak in vitro (in vitro 3¢¢GeKTUBHOCTb B3aUMOJCKCTBUSI aHTOLIMAHOB C Pa3jIny-
HbIMU (hOpMaMU aKTHMBHOIO KHUCJIOpOJa MOYTU B 4 pas3a BhbIlle, YEM y acKOpOU-
HOBOI KUCJIOTHI U a-ToKodepona) (3). OnucaH TepaneBTUUECKUIA (TUIIOTJIMKeE-
MUYECKUii) 3(PheKT aHTOLMAHOB, YTO CBSI3BIBAIOT C CYNpeccHeil 'eHOB, BOBJE-
YEHHBIX B CUHTE3 XXUPHBIX KUCJIOT U TpUALIIIMLEPOJa, a TaKKe ¢ MHTMOMPO-
BaHMEM TMaHKPEeaTMYECKOM aMuiIa3bl M KMIIEYHOH o-ImoKo3uaassl (19-21).
Kny6HM ¢ (proaeToBoil MSIKOThIO — OOraThlii MICTOYHUK aHTOLMAHOB, B
YAaCTHOCTU MX alWIMPOBAHHBIX Mpou3BOOHBLIX (22, 23). Y coproB Kaproges
00Hapy:KUBAIOTCSI TPOU3BOAHBIC AHTOLUMAHWINHOB — IETYHUAMHA, TeJaproHu-
IVHA, MeoHuAMHA U ManbBuAuHA (24) (puc. 1). B okpallleHHBIX KITyOHSIX CO-
Jiep>KaHUe aHTOLIMAHOB COMOCTAaBMMO C TaKOBBIM Y YEPHMKU, €XXEBUKM, KITIOK-
Bbl M KPAaCHOTO BUHOIpana — KYJIbTYp, Y KOTOPBIX 3TU COCAWHEHUsI CUHTE3UpPYy-
J0TCS B HamboJbieM KoamdectBe (25, 26). [Ipu 3toM (praBOHOMIL B OCHOBHOM
HaKaruIMBaloTCd B KapTodeabHOM KoxXype, O0ratoil BelecTBaMM, KOTOpbIe Mpen-
craBisiioT (papmakosormyeckuii uHrepec (27, 28). BaxkHo, uTo mocliie KyJauHap-
HOI1 00pabOTKM KOJMYECTBO aHTOLMAHOB JIMOO CHUXKAETCS HE3HAUMTEJIbHO, JIMOO
He usmensercs (29, 30). To ke npoucxoaut npu xpaHeHuun Kaptodens (31).
IlepeuncneHHble CBOMCTBA aHTOLIMAHOB CTUMYJIMPYIOT BOBJIEYEHUE Kap-
Todessl B MpOrpaMMbl CEJIEKIIMM Ha BBICOKOE COIEpXKaHWE ITUX MUIMEHTOB B
KpacHoil 1 ¢uoneroBoit MsIKOTU KiayOHst (32, 33). IloBbilieHne 3¢¢GeKTUBHO-
CTU TaKUX IIpOorpaMM B HacTosIlee BpeMs CBs3bIBAlOT C pa3pabdorkoil JTHK-
MapKepoB ISl 1IeJIEBbIX T€HOB OMOCHHTE3a aHTOLMAaHOB HAa OCHOBE MpUMEHE-
Hus I11P-anamiza. Mcnons3oBanue JHK-MapkepoB Ha paHHUX 3Tamax cejiek-
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LIMOHHOIO IIpoliecca (BMECTO OLIEHKM OMOXMMMYECKMX IIO0KazaTeseil Iocie
IPOSIBJICHMSI TIPM3HAaKA) IIO3BOJISIET OTOMpPaTh TOJBKO (POPMBI C HY:KHBIMU I'€Ha-
MU, UTO COKpalllaeT BpeMsl CO3JaHUSI COpTa U CHUXKAET 3aTpathl (34).
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Puc. 1. Cxema OHMocHHTe3a HamOoJjiee pACHPOCTPAHEHHBIX AHTONMAHOBBIX NMHIMEHTOB (IMT. MO 51):
CHS — xankoncunTasza, CHI — xankondpnaBanonuzomepasa, F3H — ¢naBaHoH-3-Tuapokcuiasa,
F3'H — c¢naBoHoun-3’-runpokcunasza, F3'5'H — ¢naBonoun-3’,5 -ruapokcunaza, DFR — mu-
runpocdnaBoHon-4-penykraza, LDOX/ANS — neiikoaHTOLMaHUIMHAMOKCUTEHA3a/aHTOLIMAHUINHCUH-
taza, GT — mmkosuntpaHcdepasza, AGMT — aHTOLMAaHUAMHIIIOKO3UA-3 -O-MeTriITpaHchepasa.

Lenp HacTosiero o63opa — IpoaHAIM3UPOBaTh CBEICHUS O reHaX, pe-
IYJUPYIOIINX OMOCHHTE3 aHTOIMAHOB Yy KapTodess, U OLEHUTh BO3MOXHOCTb
paspaborku JJHK-MapkepoB, mO3BOJISIIONINX MPEACKA3BIBATh XapaKTep OKPACKU
MSIKOTH IO Hayajla KiIyOHeoOpa3oBaHUs (Ha paHHUX 3TalaX OHTOICHE3a).

leHernueckas peryasinuss OMOCHHTEe3a aHTOLMAaHOB. buocuH-
Te3 aHTOLIMAHOB M MX IIPEIIIeCTBEHHUKOB B KJIeTKaX BBHICIIMX PACTCHMI OCY-
wecTBsioT pepmeHTel CHS (xankoncunrasa), CHI (xankoHpnaBaHoHU30Mepa-
3a), DFR (guruapodnasonon-4-penykrasa), F3H (¢pnaBaHoH-3-ruapokcunaza),
F3’H (dpnaBoHoun-3’-ruapokcunasa), F3'5°'H (bnaBonoun-3",5 -rugpokcunasa),
LDOX/ANS (eiikoaHTOLIMaHUAMHAMOKCUIeHa3a/aHTOMaHANHCUHTAa3a) (puC.
1). CuHTe3 MpoTeKaeT B LIMTO30JIe, IOCE Yero (DeHOIbHBIC COSAMHEHMS TPaHC-
MMOPTUPYIOTCS K BaKyoJIsIM KieTku (35). ¥V Bcex IpoaHaJM3UPOBaHHBIX Ha CETO-
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MHSIIHUIA JeHb BUAOB pacTeHUI TKaHecnelurpruiecKoe HaKOIUIEHUE aHTOIMaHOB
CBSI3aHO C pEryysuueil 9KCOpeCcCUM CTPYKTYPHBIX T€HOB IMEPEUYMCICHHBIX BBIILIS
depMeHTOB ¢ yyacteM (akTopoB TpaHckpumyu (T®) Tpex TUIIOB: ¢ JOMEHOM
MYB, ¢ 0CHOBHBIM JOMEHOM «CITUpajb-TieTs-cnupaib»> (helix-loop-helix, bHLH)
u ¢ WD-noBropamu (ITOBTOpbI ABYX aMUHOKMCJIOTHBIX OCTaTKOB — TpUIITO(haHa
M acnaparnHoBoit kuciotel, WD) (36-39).

Panee ObLI0 MOKa3aHO, YTO CHMHTE3 aHTOLIMAHOB B MepuaepMe KIyOHeit
TeTpaIIOUAHOro Kaprodest S. tuberosum KoHTpoaupyeTcs Jokycamu P (purple) u
R (red). 911 noKychl HaXoAATCSl COOTBETCTBEHHO B 11-i1 u 2-it xpomocomax (40-
44). Tlpu sTom nokyc P smuctarudeH mo otHouieHUo K R (40). TTo3xe obHapy-
XKUY, 4TO P 1 R — 3TO reHbl, Kogupytomme hepMeHTbl OMocuHTe3a (JIaBOHOM-
noB (F3’5'H u DFR) (45-48) (cM. puc. 1). Tenepb SICHbI MOJIEKY/ISIpHbIE MeXa-
HU3MBI, JieXalllue B OCHOBE XapaKTepa HacjieoBaHUs JIOKYyCOB P U R: B KileTKax
pactenuii ¢ dyHkuuoHanbHbiMu epmentamu CHS, CHI, F3H, DFR u ANS
MOTYT CHUHTE3MpPOBATbCSl KpacHbIe MUIMEHTbI — IPOM3BOJHBIC IIEJaprOHMIMHA
(cm. puc. 1). Y pacrenumii ¢ neektHeiM DFR (MyTaHT 1o reHy R) KpacHBII TTUT-
MEHT He oOpasyercs. st cuHTe3a (PUOJIETOBBIX MIMTMEHTOB — MPOM3BOAHBIX Te-
TYHUIUHA U €ro IpelllecTBeHHUKA Jefb(puHuanHa Tpedyetcst pepmeHT F3°5°H,
KoavpyeMmsblii JJokycoM P (cM. puc. 1). Korna oH dyHKIMOHANEH, MOJEKYIbI-TIPe-
LLIECTBEHHUKHU KPACHOTO MUTMEHTA MCIOJb3YIOTCS AJI CUHTe3a AeJb(PUHUINHA U
MeTyHUIUHA, MPOUCXOAUT MEepeKIoUeHue IyTeil OMOCHHTe3a, YTO MPUBOIUT K
9MUCTA3y, BBISIBIIEMOMY NPU TeHeThueckoM aHanuze. [losxke (yke ¢ MOMOIIbIO
ananuza JJHK) onpenenunu nokanusaluio reHOB, KOAUPYIOIINX Apyrue ¢hepMeH-
1e1: CHS m CHI — B 5-i1 xpoMocome, ANS — B 8-t xpomocome (47, 49, 50).

IToMuMO CTPYKTYpHBIX T€HOB, y S. tuberosum oOHapyXeHbl JOKYCHI, CO-
OTBETCTBYIOIIME PErYASITOPHBIM TeHaM. JIokyc D (developer, y TWTLIOMIHOTO Kap-
todenst S. rybinii Juz. & Bukasov ob6o3HaueH Kak [ — inhibitor), pacnoJIOXeH-
Heli B 10-i1 XpoMocome, KOAUpYeT TpaHCKpUILIMOHHBIN (akTop R2R3 MYB,
00yiagalolMi BBICOKUM CXOACTBOM C IPOAYKTOM paHee BbIACJIEHHOIO peryJis-
TopHOro reHa netrynuu (Petunia hybrida) — PhAN2 (27, 40, 52, 53). Kpome
MYB-tiono6Horo T®, B reHome S. fuberosum MMEIOTCS OPTOJIOTY KOIUPYIOIINX
bHLH renoB nerynuu PhJAFI3 n PhANI. DT reHbl JOKAIU30BaHbI COOTBET-
CTBEHHO B 8-i1 u 9-11 xpomocomax (47, 49, 50).

Perynsitopasie ¢paktopbl MYB. CemeiictBo MYB nipeacrasnsier co-
0ol omHy M3 HamboJjee pacIpoCTpaHeHHBIX rpynn TP, oNMMCcaHHBIX Y paCTCHUIA.
benku u3 sTOro cemeiicTBa MMEIOT ABa XapaKTePHBIX yJacTKa: KOHCepPBATUBHBIN
N-konueBoit JIHK-cBs3biBatonuiit gjomeH MYB mimHoit okono 50 aMMHOKMC-
JIOTHBIX OCTAaTKOB M HEKOHCEpBaTHMBHBIN C-KOHLIEBOW pailoH, OTBEYalolMil 3a
peryasiiuio sKkcnpeccuu reHa-muiueHu (54). Ooiee mis Becex ¢dakropoB MYB —
HaJMyue OT OJHOTIO A0 4YeThipeX HemojHbiXx MYB moBTOpoOB, KOTOpbIE MOIYT
(GYHKIMOHUPOBATb BMECTE WJIW MO OTIEIbHOCTH COOTBETCTBEHHO NPU CBSI3bIBA-
Huu JJTHK 1 6enok-0eIKoBbIX B3auMoaeicTBusaX. 110 yuciy moBTOpOB B JOMEHE
MYB 3T0 ceMeiicTBO MOXHO pa3aenuTh Ha yeThipe Knacca: 1R, R2R3, 3R u 4R
(55). IlpencraBurenn R2R3 MYB — camast Gonbliiasi rpyIrimna reHoB, KOOUPYIO-
mux T® y pacrenuii. OHU UTPAIOT BaXKHYIO POJIb B PEryJIALIMU 3KCIIPECCUU Ka-
TAJIUTUYECKNUX (PePMEHTOB, B TOM YHKCJIEe TIpU OMOCUHTE3e aHTOLMaHOB (54, 56).

M3-3a TeTparaouaHOro reHomMa U reTepO3UrOTHOIO COCTOSIHMSI T€HOB Y
BO3JebIBaeMoro kaprtodenst S. tuberosum xomOuHanuu OenkoB MYB Ooiee
CJIOXHBIE, YeM y AUIIOUAHOro Kaprtodens. B mociaenHue rombl MHOTO BHMMA-
HUS YASJSJIOCh MOJIEKYJISIPHBIM MEeXaHU3MaM M T'eHaM, KOHTPOJIUPYIOLIUM OMo-
CHHTE3 aHTOIMAHOB WIM WX HaKOIUIleHWe B KIyOHsax KapTodens (57-62). Bo
Bcex pabotax momuepkuBaeTcss poab reHa StANI—ANTHOCYANINI (GenBank
accession number JQ418343) (puc. 2, A) B KOHTpOJIe KCIPECCUN CTPYKTYPHBIX
T€HOB, YYAaCTBYIOLIMX OMOCHMHTE3€ aHTOLIMAHOB W APYruMx (heHUIIPONaHOUIOB,
0COOEHHO B TIepuaepMe M MSIKOTM NMUTMEHTUPOBAHHBLIX KiyoHeir (57, 58, 63).
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Kpome toro, StANI — omuH U3 KIIOYEBBIX T€HOB, OTBETCTBEHHBIX 3a pa3IA4yus
B OMOCHHTE3¢ aHTOIIMAHOB HE TOJIbKO B KIIYOHSIX, HO U B JIUCThSIX KapTodest
(59). IlocnenoBatenbHOCTb StANI MMeeT CXOACTBO C T'eHOM mneTyHuu PhANZ,
IIO3TOMY M3HAYaJIbHO 3TOT JIOKYC IOJYYWI aHAJIOTMYHOE Ha3BaHME, HO B Hallb-
HeimeM Obl1 mepemMeHoBaH (57). StAN1 — He TONbKO BaXKHBIN peryJsTop
OMOCHHTE3a aHTOLIMAHOB, HO M KJIIOUeBOM (baKTOp CHHTE3a APYrMX (PeHUIIpo-
NaHOUAOB B KIyOHsIX. OTMeuaeTcsl, yTo 3Kkcnpeccusi reHa StANI koppenupyer ¢
HakoIIleHeM (JIaBOHOMAOB y KapTodeJst TIpU OTBeTe Ha 3acyxy (63).

A
1-11 aK30H 2-11 3K30H 3-if 3K30H

Y Y
R2 R3
b

1 120
1

1
AN1-r0 ATGGTCACTTATTGCTGGTAGACT TCCAGGARGGACAGCAARACGATGTGARARARCTATTGGAACACTARCCTTTTAAGGARGGTARATACTA---CTAARAARTTGCTCCTCAACCACAAGA
AN1-r1 ATGGTCACTTATTGCTGGTAGACT TCCAGGARGGACAGCTARCGATGTGARAAACTATTGGARCACTAACCTTCTAAGGARGCTARATACTAGTACTAAATTTGCTCCTCARCCACARGA
AN1-r2 ATGGTCACTTATTGCTGGTAGACTTCCAGGARGGACAGCTAACGATGTGARRAACTATTGGARCACTARCCTTCTARAGGARGCTARATACTAGTACTAARTTTGCTCCTCARCCACAAGA
AN1-r3 ATGGTCACTTATTGCTGGTAGACTTCCAGGARGGACAGCTAARCGATGTGARRARCTATTGGAARCACTARCCTTCTRAGGARGCTARATACTAGTACTAARTTTGCTCCTCAACCACAAGA
Consensus  ATGGTCACTTATTGCTGGTAGACT TCCAGGAARGGACAGCLAACGATGTGARAARRCTATTGGAACACTARCCT TcTRAGGARGCTARATACTAgL aCTAAALTTGCTCCTCAACCACAAGA

121 240
1 1
AN1-r0 AGTAATT 1GT
AN1-r1  AGGARTTARTACTAGTALCTATTGCTCCTCAACCAC T TGT
ANL-r2 AGGARTTARTACTAGTALTATTGCTCCTCARCCAC TART T TALTATTGCTCCTCARCCAC TTARGTGTGGGCARGC
AN1-r3 AGGARTTARTACTAGTALTATTGCTCCTCAACCAC TACTATTGCTCCTCARCCAC TAETATTGCTCCTCAAL TTARGTGTGGGCARGC
Cy AGgAATTAAt actagtaftattgctect Ol ceeeececcscccccccccccsscccccchecccccsccccccccccccccccccccns pPGTGTGGGaAAGC

241 360
1

1
AN1-r0 CAATGCCATAATAAGACCTCARCCTCAGAAATTCACAAGCGCGATGAAGATTARTGTCTCTTIGGTGCARCAARCAATAGTATGGTARATARTGARGAAGCATGGARAGACARCAACGATAT
AN1-r1 CAATGCCATAATAARGACCTCAACCTCAGARATTCAGAAGCTCCATGAAGATTAATGTCTCTTIGGTGCARCARCAATAGTATCGTARATARTGARGAAGCATCGARAGATARCAACGATAT
AN1-r2 CAATGCCATARTARGACCTCARCCTCAGAARTTCACAAGCTCCATGARGATTAARTGTCTCTTGGTGCARCAACAATAGTATCGTARACARTGAAGAAGCATCGARAGACARCAACGATAT
AN1-r3 CAATGCCATARTARGACCTCARCCTCAGAAATTCACAAGCTCCATGAAGATTARTGTCTCTTGGTGCARCAACAATAGTATCGTARACARTGAAGAAGCATCGARAGACARCAACGATAT

Consensus CAATGCCATAATARGACCTCARCCTCAGAAATTCACARGCLCcATGAAGATTARTGTCTCTTGGTGCARCAACAATAGTATCGTARALAA RACGATAT

361 480

1 1

AN1-rO GCm“GGIGGGC"N"T"Y"CYSG""'\"'YGE"HTGHCRYIGG"BH"GG"G"RGCIG"H"G"RCflCTﬂCC'YCR"‘:"\"GGM\"IY""YICCﬂn"}nﬂfﬂTGR"\"R"CHCC"!\GT'YGVY

ANl-r1 GCAATGGTGGGCARATATACTGGAAAAT TGCAATGACAT ACTACCTTCATGT TAATT TGATARAACACCARGTTTGTT

ANL1=-r2 SCRRTGGTGGGCRRRTRTRCYDGRRNR'lTGI:RRTGRCRY“‘.GRGRRGGRGRRI‘;CIGRRRGRRCRCTRCC'lTCRTEYRRGGRRR'I‘lRRYIGCRRIGRRRITGRYﬂHRRCRCCRRGYIYG'Y

AN1-r3 GCAATGGTGGGCARATATACTGGARARTTGCAATGACAT CATI TAATTGC GATARRACACCARGTTTGTT

Consensus GCAATGGTGGGCARATATACTGGAARARTTGCAATGACAT AC INLLI ILthl TAAT Tgl TGRTRHRRCRECHRGTITGIT
481 571

1 1

AN1-r0 ACATGATGGAGGCAATTCCATTCAACAAGGACARGGTGATGGTGGTTGGARTGARTTTTCTCTAGATGATATATGGARTCTACTTAATTAG
AN1-r1  ACATGATGGAGGCARCTCCACGCARCAAGGACARGGTGATGGTGGTIGGGATGAARTTTTCTCTAGATGATATATGGARTCTACTTAATTAG
AN1-r2 ACATGATGGAGGCARCTCCATGCAACAAGGACARGGTGATGGTGGTTGGGARTGARTTTTCTCTAGATGATATATGGARTCTACTTAATTAG
AN1-r3 ACATGATGGAGGCARCTCCATGCAACARGGACARGGTGATGGTGGTTGGGATGARTTTTCTCTAGATGATATATGGARTCTACTTAATTAG
Consensus ACATGATGGAGGCAACTCCALgCARCAAGGACARGGTGATGGTGGTTGGEATGAATTTTCTCTAGATGATATATGGAATCTACTTAATTAG

Puc. 2. OcobeHHocTH opraHm3amuu reHa peryastopHoro gakropa StAN1: A — 3K30H-MHTPOHHAs
crpyktypa StANI (uut. mo 57), ormeueHo monoxeHue [HK-cpsispiBatommx momeHoB R2 m R3
MYB; b — HyKJI€OTUOIHBIE MOCIEAOBATEILHOCTA 3-TO 3K30HA Y pa3IuyHbIXx amjeieir (StANI-r0,
-rl, -r2, -r3) rena StANI (IpAMOYrOJbHUKAMU BBIIEJICHBI MOTUBBI I, YUCJIO KOTOPHIX BIMSET Ha
3¢ (GEeKTUBHOCTb CMHTE3a aHTOLIMAHOB).

B perynsiuumn akTuBHOCTU camoro reHa StANI ydyacTByeT caxapo3sa (CM.
Hike) (58). Ponb 3TOro coeanHeHus: B MOAY/ISILIMKA TPAHCKPUIILIMOHHON U TIOCT-
TPAHC/SILMOHHOM PEry/IsIiMd MHOTHMX T'€HOB, CBSI3aHHBIX C IIMTMEHTALIE, XO-
pouio u3BecTHa (64). Caxapo3a MOXET YCWINTh CUHTE3 aHTOLMAHOB, OMHAKO HE
CII0COOHA BBI3HIBATh M3MEHEHUSI Y 0€3aHTOLIMAHOBBIX MYTaHTOB (65, 66).

OtrmMeuaeTcss BbICOKAsl BHYTPMBMUIOBAsE M3MEHUYMBOCTh reHa StANI (59,
61), mpuyeM MyTalMy OOHApPYXMBAIOTCS KaK B KOAMPYIOIIMX, TaK M B HEKOIU-
pyIoIIMX 06IacTIX — BO 2-M MHTPOHE M 3-M 3K30He IreHa. Hekoropble Myramuu
IPUBOIAT K IIOT€PEe BaKHBIX aMHHOKMCIIOTHBIX OCTaTKOB, HEOOXOAMMBIX ISt
B3aumoneiicteusg ¢ JIHK. bonbimHcTBo Mytaumit StANI wiu Monyaiue, Wiad
HaxonsTcsl B uHTpoHax. CHauana y StANI ObUIM BBHISIBICHBI JBa (DYHKLIMOHATb-
HbIX autens — StANI516 (AY841128) u StAN1777 (AY841130) (57), mpuyeMm oOT-
MeYajloch, YTO OHM BCTPEYAIOTCSI TOJIBKO B COpTax Kaprodess, MMEIOIIUX ITWT-
MEHTALUIO MepUAepMbl KiIyOHel. Autenb SIANIS/6 na 39 mH. uIMHHee, 4yeM
StAN1777 B obnactu 3-ro 3K30Ha, HO y StAN1816 2-ii uHTPOH Kopoue Ha 82 I.H.,
TakuM obpazom, npu I1LIP-anamuze StANIS6 nerko ormmmuuth ot StANI1777 no
Oonee kKopoTkuM (Ha 43 m.H.) ¢pparMeHTaM amriummdukanuu. I[To3gHee ObLIU 00-
HapyxXeHbl apyrue auienun — StANI-rO0 (KM822778), StANI-r1 (KM822779),
StANI-r3 (KM822780) (61), mpuyemM oOKa3ajJoch, YTO I-MOTHUB (CM. pUC. 2) TIpea-
crapysieT coboit ayrmkainuyo yyactka giauHoi 30 mH. (CTATTGCTCCTCAAC-
CACAAGAAGGAATTA, 10 amunokucinotrHbix octratkoB — TIAPQPQEGI) B
3-M 9Kk30He. TakuMm 06Gpa3oM, ajUie/M MOJYYWJIM Ha3BaHUS B 3aBUCHUMOCTU OT
TOro, UMEIOTCS U B HUX 3TU MOBTOPHI U B KaKOM KoyiuuyecTBe. Asieib StANI-
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rl onpeneneH Hamu Kak StANI1777, a StAN156 npennaraetcsi 0603HAUUTh Kak
StANI-r2, IOCKONBKY B €ro IocCIeA0BaTeIbHOCTU OOHApYXKMBAeTCsI JBa COBEp-
LLIEHHBIX (HEBBIPOXAEHHBIX) moBTOopa r (cMm. puc. 2, b). IIpennomnaraercst, uyro
MPUCYTCTBHUE OJAHOIO r-MOTHBA B 3-M 3K30HE ONTUMAJbHO /I aKTMBAaLlMU CUH-
Te3a aHTOLMAHOB, a OTCYTCTBME I-MOTMBA WM €ro H30BITOK (TpXM IOBTOPA)
CHITXAIOT (PYHKIIMOHAILHOCTE Oenika (61). OLeHKY NposIBIEHUsT ajulefis C JIBY-
M TIOBTOpPaMU I-MOTHBA MOKa HE MPOBOAWIU.

StAN1 skcripeccupyeTcsl Kak B OOBIYHBIX, TaK U B MUTMEHTUPOBAHHBIX
KJIyOHSIX, TIpUYEM YPOBEHb SKCIPECCUM I'eéHa He IPOMNOPLUOHAJEH KOJIUYECTBY
¢1aBoHOMIOB B pacTeHUU. MHTepecHO, YTO OOJIBIIMHCTBO TPAHCKPUIITOB SIANI,
BBISIBJIEHHBIX Y COPTOB KapTodessi ¢ HEMUTMEHTUPOBAHHON KOXYPOU M MSIKOTBIO,
UMeNnu yKopodeHHbIN 3’ -koHell. I[Tponykr Takux yceueHHbIX MPHK, BepositHO, He
CIoco0eH aKTUBUPOBaTh OMOCHMHTE3 aHTOLIMAHOB, YTO MOXKET CBUIETEIbCTBOBATDH
0 BaXHOCTHM r-MOTHMBAa KakK (byHKUIHMOHaIbHOro sneMmeHtra StAN1 (61). Cnemosa-
TEJIbHO, MOXHO pa3paboratb ycioBust I1I[P-ananuza nnst TouHoli maeHTU(MKA-
LIMM U MapKUpOBaHMs aJUle/IbHbIX BapuaHToB reHa mo miuHe JHK-dparmenToB
aMIMduKaly. DT MapKepbl MOTYT MCHOJIb30BaThC B CEJIEKLIIMOHHOM MPOLEC-
ce 1151 otbopa Haubosee 3¢p(PeKTUBHOIO BaprMaHTa Pery/IsITOPHOro reHa StANI.

AnnenbHble pasnuuust StANI 3aTparuBaloT He TOJbKO 3K30HbI U MHTPO-
HBI: B IIPOMOTOpax reHOB, OTBEYAIOLIMX 3a MUIMEHTalMI0, OOHapy:KeHa Bapua-
OeJIbHOCTD T10 YMCIy 2JIEMEHTOB, CBs3bIBawoluxcs ¢ caxapo3oit (SURE, sucrose-
responsive element) u ¢ metTumkacMoHatoM (MelJa, methyljasmonate-responsive
elements). ITo manueiM R.S. Payyavula c coasrt. (58), amnenu reHa StAN 1, BbI3bI-
BaloOlIMe HAaKOIJIEHUWE aHTOLIMAHOB B KJIYOHSIX, COAEpXKAT B MPOMOTOpax A0 Iie-
ctu nocaenoBatenbHocteit SURE u go nsitu motuBoB MeJa. B apyroit pabote
MOKa3aHo, YTO IPUCYTCTBUE B MpoMoTope perporpaHcnodoHa SINE accouuu-
pOBaHO C aHTOLMAHOBOW MUIMEHTALIMEN JTUCThEeB. Y T€HOTHUIIOB C 3€JICHBIMU JIU-
CcThsiMU (0€3 aHTOLIMAHOBOI MUTMEHTALMM) 3TOT BJIEMEHT B IpomoTope StANI He
BbIsiBIsIeTCS (59). IlpucyTcTBUE MOOMIBHBIX 3JIEMEHTOB M3MEHSIET SKCIPECCHUIO
reHoB, kKogupyomnx MYB (67-71), cnenoBarelibHO, HEOOXOAVMO HabHEWUIIIEe
nzydyenue BausHusa SINE Ha monudukanuio dyHkiumii npomoropa StANI.

ITockonbKy HEKOTOpBIEe YacTu (WIM TKaHUW) pacTeHust Kaptodens (de-
Jogepma, mepunepMa KiyOHeu, ria3ku, JUCThs, CTEOJU U Ip.) MOTYT OKpallu-
BaThCsl HE3aBUCHMMO, ObUIO BBIABMHYTO IMPEATONOKEHUE, YTO JIOKYC D COOEPXKUT
nBa (unu 0osee) TAaHAEMHO IOBTOpsIolIMxcs reHa MYB, npuueM mMonudukanumu
¢deHoTMNA CBA3aHbl C U3MEHEHUSIMM B IOCJIEAOBATEJBHOCTSIX pPA3HBIX T€HOB
MYB (57, 59). JeiicTBUTEebHO, HA OCHOBE TOMOJIOTUU C StANI Obl1 OOHAPYXKEH
ellle OIMH TeH, criepBa 00O3HAYEHHBbIN Kak StAN3, 3areM MeperMEHOBAHHBIN B
StAN2, a Takke nmMmerommii cuHoHUM StMYBA1 (57-61). Tpeacka3zaHHasi aMHHO-
KHCJIOTHAs TTOCIea0BaTeIbHOCTh StMYBAI ¢ BBICOKOI CTeleHbIo cxoncTBa (66 %
uaeHTUYHOcT ¢ StAN1) cooTBeTcTByeT OelKy, IpUHAIjIexalleMy K KiIaccy
R2R3 MYB (58). Ilpeanonaranock, uro StMYBAI — xonust StANI, yrpaTusiias
(YHKIIMOHAIIBHOCTb M TIPEBPATUBIIASCS B ICEBIOIEH, MOCKOJbKY MOJIHbIE TpaH-
ckpuntbl StMYBAI obHapyxuth He yaanoch (57). I1o3xe BBIICHUIOCH, UTO DKC-
Mpeccusi 3TOro TeHa MOXET ObITh CBSI3aHAa C CHMHTE30M AHTOLIMAHOB B KITYOHSX
KapTodeisa: ObLIM BBHISIBICHBI ABa ajljielibHbIX BapuaHTta — StMYBAI-1, KoTophblii
MOXKET 9KCIIPECCHUPOBAThCS BO BCEX TKAHSIX BHE 3aBUMCHMMOCTM OT WX IMIMEHTa-
i, U StMYBA -2, akTUBHBIN TOJBKO B (PHOJIETOBBIX KITyOHSX (61). DKcrpeccust
y StIMYBAI 3HauutenbHO HUXe, yeM y StANI, u ee cTporass KOppeasiius C
HaKoIUIeHHeM IOJU(EHOJIOB B KJIyOHSIX He TposiBiisgiercsl. BepositHo, StMYBAI
peryJupyeT TPaHCKPUIIIUIO HE TOJIBKO I'€HOB OMOCHHTE3a aHToLuaHOoB (57, 63).

B 6ase gannbeix Potato Genome Sequencing Consortium (PGSC)
(http://solanaceae.plantbiology.msu.edu/pgsc_download.shtml) BEISIBIEHBI Apyrue
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HYKJICOTUIHBIE TOCIeI0BaTEIbHOCTU ISl (hbakTopoB MYB, KoHcepBaTuBHBIE B
nmomeHax R2 u R3 (58). Omna uz Hux (MYBI12B) cnabo sKcripeccupyercsl B Msli-
KOTU KIIyOHEW Ipy 4YeTKOM OOpaTHOI CBSI3M MEXIY TPaHCKPMIILMOHHOI aKTHUB-
HOCTbIO M KOJMYECTBOM (PpeHWINpPONaHOUIOB. DKcrpeccuio MYBI2B B ocTalb-
HBIX OpraHax M TKaHsX Kaprodesas He usydaid. Bo3aMoXHO, 3TO yce4eHHbIMH
TPAHCKPUIIT OJHOTO U3 reHoB MYB, oOHapyXeHHbIX y KapTodes.

I1o romonoruu ¢ AtMYB113, NONOXUTENIBHO PeryaupyomM (GheHUIIpo-
MaHOWIHBIN MeTabonmuaM y Arabidopsis thaliana (72), obnapyxeH StMYBI113 (61)
U BBIOEJIEHBI TpU (PYHKIMOHAJIBLHO Pa3IUYHbIX BapuaHTa reHa (StMYBAII3-1,
StMYBAI13-2 n StMYBAI113-3). StMYBAI113-1 skcnpeccupyeTcsl Kak B IIUT-
MEHTUPOBAHHBIX, TAK U B HEOKpAILIEHHbIX TKaHSIX Kaptodensa, StIMYBAI13-3 —
TOJIbKO B (DMOJIETOBOM KOXYpEe, HO UMEET YKOPOUEHHBIN OEJKOBBIM MPOAYKT U3-
3a meneuuu aauHoit 130 m.H., BesiBAeHHOUM B KIHK 1 BbI3bIBarolIei mosiBeHNE
CTOMN-KOMOHA Ha MecTe 9-i aMMHOKMCIOTHI. [1o cpaBHEHMIO ¢ APYTUMM ajliesis-
MUy StMYBA113-2, XKOTOpbIii 3KCIPECCUPYETCs TOJBKO B KPacHOM KOXype, 00-
Hapy>KeHbl HECKOJIbKO JeJELNi, TPUBOASIIMX K AMUHOKUCIOTHBIM 3aMEHaM.

TakuMm obpazoM, B ceMelictBe MYB-1omoOHBIX TpaHCKPUIIIIMOHHBIX (DaK-
TOPOB KJIIOUYEBYIO POJIb B PETY/ISILIMM CHMHTEe3a aHToLraHoB urpaer Td, komupy-
eMbIii TeHOM StANI, ISl KOTOPOTo BhISBIEHA YeTKasl KOPPEsILusT MexXay (yHK-
LIMOHAJIBHOCTBIO aJljieJield U M3MEHUYMBOCThIO Mo C-KOHLEBOi obnacty Oeska.
Kpome toro, StMYBAI v StMYBI113, accounupoBaHHbIE C MPOAYKLIMEH aHTOLM-
aHOB, TOX€E, BO3MOXHO, 00J1afaloT MOTeHLIMAIOM JJIs1 CeJIEKLIUU.

Perynsitopubsie ¢paktopsl bHLH. Kak yxe oTrmeuanoch, pa3InuHbIe
R2R3 MYB perynupyioT OMocuHTe3 (heHUIMNPONaHOUIOB, IMPU 3TOM HEKOTOPHIE
13 6eKOB B3amMoneicTByoT ¢ ¢akTopamut bHLH (basic helix-loop-helix) (36).
Benxu cemeiictBa bHLH o6pa3yior BTopoit mo BenmumHe kiacc Td y pacre-
Huii. Jlomen bHLH BricokokoHcepBatuBeH. [lpn minHe okojio 60 aMHUHOKHCIIOT
OH COCTOMUT M3 ABYX (DYHKLUMOHAJIBHO pa3IMYHbIX obnacTeil. N-KoHILeBasi oc-
HOBHas 4acTh comepXuT 13-17 aMUMHOKHUCIOT U cBsa3biBaeTcs ¢ E-box (enhancer
box, MPUCYTCTBYIOLIAs B HEKOTOPBIX MPOMOTOPHBIX obyacTsx y aykapuot JIHK-
nocaenoBatenbHOocTh CANNTG, roe N MoxkeT OBITh JIIOObIM HYKJICOTUIOM).
O6nacte HLH npencraBieHa aByMs amMUIIaTUYECKMMU o.-CIIUPAIsIMU, B OC-
HOBHOM COCTOSIIIMMU U3 TUIPO(MOOHBIX aMUHOKKMCIOT, KOTOPbIe COEAUMHEHBI C
MOMOIIBIO MEeTJIM, BapuabenbHOl 1o mauHe. benku, comepxamme HLH moTus,
yacTo o0pa3yloT TOMO- WMIM TeTepoaumephl ¢ aApyrumu Oenkamu bHLH, uTto
CIIyXXUT HEOoOXOOUMBIM yciaoBHeM mist pacno3HaBaHusl JIHK. Becbma BaxXHBIM
npencrasisgercs: Blaumoneiicteue gakropa bHLH ¢ R2R3 MYB, npu kotopom
00pa3yloTCsl TPAHCKPUITLIMOHHBIE KOMILJIEKCHI ¢ TIPOMOTOpaMM TeHOB OMOCHUHTE-
3a aHToLMaHOB. Tak, TpaHCKPUIILUOHHLIN (akTop MYB (ren Pp-1) B otcyT-
creue bHLH, xomupyemoro renom Pp3 (TaMycl), He criocoOeH aKTMBUPOBATH
OMOCHHTE3 aHTOLIMAHOB B TEpUKapIie 36pHOBKU MIIeHUIIBI (73).

K Hacrosiiemy BpeMeHU B TeHoMe S. fuberosum BbISIBIICHBI ABa akTopa
bHLH, nMemomux oTHOLIEHWE K Perysiiiy CUHTe3a aHTOLIMAHOB B KIYOHSIX U
JIUCTBAX Kaprodens, — SthHLH1 (JX848660) u StJAF13/StbHLH2 (KP317176)
(58, 59). HasBaHHbIe TeHbI KpaiiHe KOHCEpBAaTUBHBI B OOJIACTSIX, ONpPEAS/ISIOIINX
cTpykTypy nomeHa bHLH, HO B ocTajbHBIX CHUJIBHO pa3lIMyaloTcsl, M3-3a 4Yero
aMUHOKMCJIOTHBIE ITOCJICIOBATEIBHOCTH (DaKTOPOB cXOxXU Bcero Ha 43 %. Coue-
TaHue (PYHKLIMOHAJIBHBIX BapuaHTOB reHoB StJAF13 u StANI npenonpenensieT BbI-
COKYIO aKTUBHOCTb CTPYKTYPHBIX TeHOB OMOCHMHTE3a aHTOLIMAHOB M HaJUYME ITUT-
MEHTa B JIUCTBSIX U Koxype KiyOoHeil (59). [lomyuyeHHble NaHHBIE YKa3bIBAIOT Ha
KOMITJIEMEHTApHOE B3aUMOAeCTBYE peryasaTopHbiX ¢akTopoB StAN1 u StJAF13, B
pe3yabTaTte KOTOPOro CUHTE3UpyloTcsl aHTouuaHbl (59). MHTeHCMBHOCTH CUHTe3a
onpeaensieT TeH StANI, Torma kak TpaHckpuriust StJAFI3 (Kak U Apyroro reHa,
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konupymomero bHLH, — SthHLHI) B oKpallleHHbIX TKAHSX HE KOPpPEIUpyeT C
HaKOIUIEHMEeM (DeHWIITPONIaHOWIOB, B TOM YKCIIe aHTOIMaHOB (58, 61).

MytaHTHBIe BapuaHThl reHa StJAFI13, Ha OCHOBE KOTOPBIX MOIJTIA ObI
OBbITh CO3JaHBI NUATHOCTUYECKME MapKephbl, MOKa y KapTodessl He W3BEeCTHHI.
Hna rena SthHLH 1 onuvcaHbl NATh aJlJIeIbHBIX BApMAHTOB U MpEAriojaraeTcs ux
(yHKLIMOHAIBHAS POJIb B TeX WIM MHBIX TKaHSIX (61), HO 3TU cBeAeHUS IOIIC-
>KaT IOIMOJHUTEIbHON dKCIIEPUMEHTAIBHON MPOBEpKeE.

Perynsitopuniit ¢paktop WD40. Kak yxe oTMeyanoch, OMOCUHTE3
aHTOILIMAHOB, KaK IpaBWJIO, peryaupyeTcss KoMmiuiekcom MBW, koropriii obpa-
3y10T akTophl TpaHckpunuuu — MYB, bHLH u WD40. JIns B3aumoneicTBus
¢ MYB neooxonumsbl niepseie 200 amuHokuciaor bHLH, ¢ WD40 — nocneny-
tomque 200 ocratkoB (74). benku WD nMeIOT OT 4YeThIpeX A0 BOCBMM HECOBEp-
LIEHHBIX (BBIPOXIACHHBIX) TAHAEMHBIX MOBTOPOB M B3aUMOICHCTBYIOT C IPYIU-
MU OeKaMM yepe3 nmoBTopsiollytocs odmacte WD (75).

Hackonbko usBectHo, StWD4(0 — enuHCTBEHHBINM OOHApPYXKEHHbIN TI'eH
TETPAIUIOMAHOTO KapTodesis, 9KCIpeccus KOTOPOTro KOPPEIUupyeT C COomepKaHu-
eM (heHOJBbHBIX coeqrHeHU U aHTouraHoB (58). [lokazaHo, 4TO ero aKcrpeccusi
B 3-5 pa3 BbIllIe B KpaCHbIX U (pHOJETOBLIX KIYOHsX. OOHAKO CaMOCTOSITEIBHO
9TOT (haKTOp HE CHOCOOEH MHAYLMPOBaThb CUMHTE3 (beHOJbHBIX coeaumHeHuit. To
ectb WD40 HeoOXxoauM, HO HE JOCTATOUYEH JJIs1 aKTUBALMK AaHTOLIMAHOBOTO ITYTH.
MytaHTHbIe BapuaHThl reHa StWD40y kaptodesst ToKa He OMUCAHbI.

CtpyktypHblii TeH F35’H. Oxkpacka TKaHeli U OpraHOB pacTeHU B
MEepBYyI0 oOuepelb 3aBUCUT OT (EpPMEHTOB, KOTOPbIE HEMOCPEACTBEHHO OCY-
LIECTBJISIIOT CUHTE3 MOJUMEHONbHBIX MoJjekyd. Jna S. tuberosum KiouyeBbIM
TeHOM, TEPEKIIOYAIOIIMM CUHTE3 C KPAaCHBIX MUIMEHTOB Ha CMHUE U (UOJIETO-
Boie, cnyXut StF3°5’H (cm. puc. 1). IMocnenmoBatensHocth KJAHK rena StF3°5’H
n3BectHa (HQ860267). DxcnieprMeHTAIBHO TTOATBEPXKAEHO, uTO BBegeHre KJIHK
9TOro reHa B KayecTBe TpaHCIeHAa M3MEHSIET OKPACKY KOXYpbl KapTOoeabHBIX
KIyOHell ¢ KpacHoil Ha ¢uoneroBylo (45). CnemoBaTenbHO, IIpU OTOOpE MY-
TaHTHOTO reHa StF3°5’H MOXHO M3MEHUTb OKPACKY KOXYpPhl MU MSIKOTU KIyO-
Hell ¢ (proeToBOM Ha KpacHY0, UYTO AejaeT TaKMue JIOKYChI MOTeHLMATbHBIMU
MMIIEHSIMU B MpOrpaMmax CO3IaHUsl KapTodess C keJaeMbIM COCTaBOM aHTO-
nuaHoB. Ha ocHoBe cekBeHUpOBaHUS (PYHKIIMOHAJBLHOTO M MYTAaHTHOTO ajijie-
qeit reHa StF3°5’H mMoryT ObITb CKOHCTPYMPOBAHbI JUMArHOCTUYECKUE MapKephl
JIJIST KOHTPOJUPYEMOro OTOOpa Ha OCHOBe IJUHEI (pparmeHToB B ITLP. StF3°5°H
MpeaCcTaBsIeTCs MPUBJIEKATEIbHON MUILIEHbIO HE TOJBKO JISI MapKep-OpUEHTU-
POBaHHON ceNeKlU, HO U JUIS MOJyYeHUs] U3BMEHEHHBIX (bOpM C MOMOIIBIO CO-
BPEMEHHBIX METOIOB O€30I1aCHOro peaakTupoBaHMs. Tak, C MOMOIIBIO CUCTEMbI
CRISPR/Cas9 (76) Oyner HeclI0XHO MPOU3BOAUTE HOKAyT TeHa StF3°5’H s u3-
MEHEHUsI OKPACKU KOXYPhl WIM MSIKOTU KIYOHS ¢ (DMOJIETOBOI Ha KPacHYIO.

Ponp caxapo3bl B peryasuuu OMOCHHTE3a aHTOIMaHOB. buo-
CHHTE3 aHTOLIMAHOB, KakK IPaBUJIO, CBETO3aBUCHM M MPOVICXOIMT B MOI3EMHBIX
YyacTsIX pacTeHMs KaK HUCKIIoueHMe, TpeOylollee MOMOJHUTEIbHBIX MEXaHW3MOB
JUISI aKTUBAlLlMU peTyIIToOpHOro KoMiuiekca MBW. Takoii MexaHU3M Yy pacTeHUit
CBsd3aH ¢ caxaposoit. Caxapo3a MOLYJIMPYET PEryysaluio 3KCIIPECCUM MHOTHUX Te-
HOB, BOBJICYEHHBIX B CUHTE3 IUTMEHTOB, Ha TPAaHCKPUIILIMOHHOM M MOCTTpaHC-
JISIIMOHHOM YpOBHSIX (64). Caxapo3a — He TOJIBKO MCTOYHMK yriaepoaa mis de-
HWINPOIIAaHOWIHOIO OOMEHa BEIeCTB (Yepe3 MPOAYKThI € TMApOoJM3a), HO U pe-
TyJIITOp OMOCHMHTE3a aHTOLMAHOB (65). B KpacHBIX M (DHOJIETOBBIX KIIYOHSIX CO-
Jiep>KaHUe caxapo3bl U TJIIOKO3bI BhILIE, YeM B KapTodese ¢ OeJbIMUA WU XKeIThl-
MU K1yoHsiMu. Caxapo3a 3HAaUMTeNIbHO CTUMYIUpYeT aKcrpeccuto StANI, SthHLH 1
u StWD40, ycunusas (eHUIIPONaHOUIHBIN MeTaboM3M KapTodens (58).

IMpucyrcrBue SURE snementoB B mpomotope StANI cornacyercst c
MPEITOJ0XEHUEM O PEryJIUPOBAaHUM €ro SKCIPECCUN caxapo3oil: y KapTodes
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Puc. 3. Ilpemnaraemas Moaeiab B3aMMOJIeii-
CTBHSI KOMILIEKCA TPAHCKPHINUMOHHBIX (haKTO-
pos MBW, caxapo3bl u (hakTOpOB €e MeTado-
JIM3Ma TPH peryyisiiMd CHHTe3a (heHumpona-
HOMIOB B KJIYOHsX Kaptodenss (uuT. mo 58).
Caxapo3a CTUMYJIMPYET 3KCIPECCHI0 TIeHa
StAN1, KOOupyroulero TpaHCKPUITLMOHHBII
daktop MYB; MYB Bmecte ¢ bHLHI un
WD40 (TpaHCKpUIIIIMOHHBIE (HAKTOPhI KOM-
mwiekca MBW) 3amyckaeT cuHTe3 (heHWIIpo-
MaHOMIOB (Yepe3 aKTUBALMIO TPAHCKPUIILIMU
CTPYKTYPHBIX T€HOB (DEpMEHTOB OMOCHHTE3a)
U PETyJMpYeT KCIPECCHUI0 TeHOB caxapoJjin-
THYecKux depMmeHTOB (SuSy — sucrose syn-

Caxaposa

Texcoan

Komiuieke MBW i

I Venepon ] thase, u Inv — invertase). JleiictBue akro-

§ 77 tomepannd = = % poB SUSY u INV npuBOIMT K CHUXEHUIO
upemuac‘mamm]clb

N s colepXaHusl caxapo3bl M HAKOIJIEHUIO I'eK-

€03, MPOU3BOIHBIE KOTOPBIX CJIyXaT CyO-

CTpykTypHBI®
CTpaToM Uit CMHTe3a (heHUIITTPOTIAaHOUIOB.

TEHBl — N

Denmn-
TIPOTIAHOHTEI
(B TOM UmcCIe
AHTOIMAHHI)

¢ (1OJIETOBBIMU U KPACHBIMM KITyO-
HaMu umeercst wectb SURE ane-
MEHTOB, TOTAa KakK I OelblX U
KEJITBIX XapaKTepHO HAJIMYUe eINH-
crBeHHoro SURE snemMenTa (58). O6paboTka caxapo3oii MpOpPOCTKOB KapTode-
JIST 3HAYUTEJIBHO TIOBbIIIAeT 3Kcnpeccuio SIANI u StbHLH] (B MeHblIei cTe-
neuu — StWD40). CyliecTByeT rumnore3a O BO3MOXHOI PeryasiTOpHOI ITieTe:
caxapo3a aKTUBUPYET dKCIpeccuio (pakTopoB, BXOAAIIUX B KoMmiiekc MBW, a
TOT CHIKaeT coiepXaHHe caxapo3bl IMOCPEICTBOM HWHIYKIIMU (EepMEHTOB ee
TUMAPOJIM3a C BBICBOOOXIEHMEM TIeKCO3, MPOAYKThl pacrana KOTOPBIX ClyXar
MpealiecCTBeHHMKAMU TIpU cuHTe3¢e (peHuanponaHonaoB (puc. 3) (58).

HTtak, cuHTe3 aHTOLIMAHOB B KIIYOHSX KapTodess aKTUBUPYETCS KOM-
miekcom MBW, koropele (opMUPYIOT TpaHCKpUNLIMOHHBIE (dakTopsl MYB,
bHLH 1 WD40. O6Hapy:keHbl KOOUPYIOLIUE UX TeHbl — COOTBETCTBEHHO StANI,
StJAF13 (n SthHLHI), a takxe StWD40. B ornuure oT KOHCEPBAaTUBHBIX T€HOB
TpaHCKpUMLMOHHBIX (hakTropoB bHLH 1 WD40 ren StANI, konupyrommiit MYB,
XapaKTepu3yeTcsl 3HAUMTEIbHOM M3MEHYMBOCThIO. OrrcaHbl BapUaHThI €ro ajuie-
Jled U ToKa3zaHa MX CBS3b € 3(P(PeKTMBHOCTbIO OMOCMHTEe3a aHTouuaHoB. Ilpu
aToM ajuienu StANI moxHo auddepeHIupoBaTh MO JIMHE crelupUuIecKuX IIpo-
nykroB ML P-ammiugukauuu. OO6pa3zoBaHUe KpacHBIX WM (PUONETOBBIX ITUT-
MEHTOB 3aBUCUT OT craTyca ¢aaBoHoun-3’,5 -rugpokcunasbl (F3°5°H). Pacte-
HUSI ¢ HOpMaJibHOM (DyHKLMEH peryasiTopHoro komiviekca MBW u Bcex cTpyk-
TYpHBIX T€HOB OMOCHUHTE3a aHTOLIMAHOB (B TOM uuciae reHa StF3°5°H) OynyT 1ipo-
IyLIUPOBaTh (PUOJIETOBBIM IMUIMEHT, TOTHA KakK IPUCYTCTBME MYTAaHTHOIO IeHa
StF3°5’H nmpuBoauT K 00pa30BaHMIO KpaCHOro MurMeHTa. Takum oOpaszom, StAN]
u StF3'5'H B HacTosiiiee BpeMsl pacCMaTpUBAIOTCS KaK OCHOBHbBIE T€HbI-MMILIEHU
Mpu ceJieKunu hopM Kaptodesi, CHHTe3UPYIOIIMX aHTOLWAHBI.
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Abstract

Potato may have anthocyanin-colored tuber skin, tuber flesh, flowers, leaves, stems and
eyes. Anthocyanins protect photosynthetic apparatus of plant cell, scavenge free radicals under stress
conditions, increase efficiency of phosphorus and nitrogen uptake, possess osmoregulatory function,
antimicrobial activity and have a number of other useful properties. Anthocyanins are also known for
their health benefit: diabetes type Il and cardiovascular diseases protection, anti-inflammatory effect,
etc. Thus, anthocyanins are important for adaptation of plants to unfavorable environment condi-
tions as well as for nutritional value when they are taken with food. Since potato Solanum tuberosum
L. is one of the main crop species, possibility to increase anthocyanin content in tuber flesh is im-
portant. Anthocyanin concentration in pigmented tuber flesh is similar to that in blueberries, black-
berries, cranberries and red grapes. It is important that cooking as well as long storage of potato tu-
bers doesn’t affect anthocyanin content. Coloration traits (red or purple tuber flesh) are included in
ongoing breeding programs. Therefore, development of tools (convenient diagnostic PCR-markers
for anthocyanin biosynthesis genes) for accelerated and efficient selection is of importance. The goal
of the current review is to summarize information on the genes regulating anthocyanin biosynthesis
in potato and assess possibility of development of diagnostic marker for prediction of tuber flesh col-
or before tuber formation. Anthocyanin biosynthesis takes place in cytosol with the help of enzymes
CHS, CHI, DFR, F3H, F3'H, F3'5'H and ANS, after that anthocyanins are transported to vacuoles.
Activation of biosynthesis is controlled by MBW complex consisting of transcription factors MYB,
bHLH and WD40. This complex activates transcription of structural genes encoding the enzymes
mentioned above. A number of MYB-encoding genes are identified in potato, among them StANI
related with anthocyanin biosynthesis. This gene corresponds to the D locus previously revealed with
genetic dissection approach and mapped to chromosome 10. The genes encoding bHLH (StJAF13
and StbHLHI) and WD40 (StWD40) have been revealed only by their homology with similar genes
of other plant species, but not by genetic dissection, probably because they have no allelic diversity.
Thus, the main gene determining high variability of potato by the coloration traits is StAN]. Its allel-
ic variants are described and shown to be related with anthocyanin synthesis efficiency. The StANI
alleles can be easily distinguished by PCR fragments lengths, what allows constructing convenient di-
agnostic markers for selection. In some cases, the lack of anthocyanins is due to mutation of a struc-
tural gene. This was described in the literature for the R locus encoding DFR enzyme. Mutation of
other structural gene, StF3'5'H (locus P), just partially disrupts anthocyanin synthesis, not effecting
red pigments, but blue and purple only. This makes the StF3'5'H an attractive target for marker-
assisted identification of genotypes with different tuber flesh color — purple or red. Thus, there are
two main targets for breeding anthocyanin-colored potato — StANI and StF3'5'H.

Keywords: Solanum tuberosum, potato, marker-assisted selection, anthocyanins, stress toler-
ance, nutrition value, genes, diagnostic markers.
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