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NCITOJIb3OBAHUE T'EHOB YIVIEBOJHOT'O OBMEHA /LIS
YIYUIIEHUA KAYECTBA KJIYBHEU KAPTO®EIIA (Solanum tuberosum 1.)*
(o630p)

M.A. CJIYTUHA, E.3. KOUYNEBA

Kaprodenn (Solanum tuberosum L.) oTHOCHTCS K BaXKHEHIINM CeJIbCKOXO3SiCTBEHHBIM KYJIb-
Typam Bo BceM mupe. IleHHble muiieBble M TeXHHYECKHE KAa4yecTBa KJIyOHell Kaprodesisi B OCHOBHOM
omnpeaesoTCS HAKOIJIEHHEM B HHX Kpaxmaia. Kpaxmall coCTOMT M3 JMHEAHBIX M Pa3BETBIEHHbIX MO-
JIAIMEPOB (COOTBETCTBEHHO aMHJIO3a M aMuJoneKTHH). Tpu OCHOBHbIE 3a7a4d COBPEMEHHOW CeJeKUHH
KaprodeJisi, HANPABIEHHOW HA YJIyYlleHHe NMPOAOBOJbCTBEHHBIX KAYeCTB KJIyOHeil, BKIIOYAIOT yBeJnye-
HHE MX KPaXMaJMCTOCTH, MOJyYyeHHe KJIYOHeil ¢ MOBBILIEHHBIM COAEPKAHHEM AMMJIO3bI HJIM AMHJIONEK-
THHA, a4 TAKXKE MHIHOMPOBaHHME MpoIEcca X0J0J0BOro ocaxapusanusi. CoBpeMeHHbIe MOJIEKYJISIPHbIE W
OMOTEXHOJIOTHYECKHE MeTOIbl (MapKep-0moCcpe0BaHHAS CeJIeKIHs, MOJyyeHHe TPAHCTEHHBbIX PACTEHMI,
TeHOMHOE PeIAKTHPOBAHME M T.N.) MO3BOJIAIOT M3MEHATH JKellaeMble NMPU3HAKHM pacTenuii. OmHAKO BHE
3aBUCHMOCTH OT KCHOJIb3YyeMOro MOAXOJA OCHOBOINOJIATAIOIIMIA 3TAmN, OMPEAENSIONMIA YCIeIHblil pe-
3yJbTaT PadoThl, — 3TO NMPABWJIbHBIA BbIOOP reHa-MHIIEHH, YTO, B CBOIO O4Yepeidb, TpedyeT AeTaJIbHOIOo
NOHMMAHUA MeTA00JMYECKMX MyTeil CMHTE3a W pacnajga LeJieBOro MpoAyKTa B PACTHTENbHBIX TKAHSX.
IIpouecc OmocmHTE3a Kpaxmajia, HAYMHAS C 00Pa30BaHHMS MOHOCAXAPUIHBIX CyOCTPaTOB 10 (hopMHPO-
BaHHS KPaXMAJIBHOTO 3€pHA, BKJIIOYAET MHOXKECTBO peakiyii U TpedyeT KOOPIMHHPOBAHHON PadOTHI
oosbiioro unciaa gepmentoB. Kpome T0ro, cTouT OTMETHTH, YTO B YIJIEBOAHBI META00M3M BOBJI€YEHBI
He TOJIbKO ¢hepMeHTbI, Moau(UIMPYIOIIMEe MOHO-, IM- M MOJHCAXApUIbl, HO U PEryJsATOPHbIE O€JIKH,
OKa3bIBAIOIIKE ONOCPeJOBAHHOE BJIMSIHAE HA 3TH MPOIECCHI, PA0OTY KOTOPbIX TaKkKe HEOOXOAMMO NpH-
HUMaTh BO BHUMaHne. C ydeTom omyOimkoBanHoro panee oo3opa (B.K. Xnectkun coasr., 2017), roe
OCHOBHOE BHHMAaHHE Y/IEJIEHO TeHaM, ONpeAesIONMM KOHKPeTHbIe (PU3HKO-XMMHYECKHe H TeXHOJIorHYe-
CKHe CBOMCTBA Kpaxmala, B HACTOSIIEM COOOIIEHMH AKUEHT CAeJaH HA COBPEMEHHOM NMOHMMAHMH TPO-
HeccoB OMOCHHTE3a M pacnaja KpaxMaja M OMMCAHMM M3BECTHBIX HA CEroOJHsINHMIA JeHb (hepMeHTOB
YIJIEBOAHOTO OOMEHA C LeJIbI0 BbISIBJIEHHSI KJIIOYEBBIX T€HOB, ACCOUMMPOBAHHBIX C COJAEPKAHHEM Kpax-
Maja B KiIyOHsx. M3 Oosbmioro ymcia 0eikoB, YYACTBYOIIMX B META0OJM3ME YIJIEBOIOB B KIYOHSIX
Kaprodesi, BblIe/ieHbl Ki0ueBbie (DepPMEHThbI, KOTOPbIE KAK HANPSMYI0, TAK W ONOCPENOBAHHO MOTYT
OCYHIECTBJISITh HAanOoOJIee BaXKHbIE ITAMbl CHHTE3a M pacnaja Kpaxmaja B KiyoHsax. Cpemn HuX caxapo-
30CHHTa3bl, Kpaxmaidocdopuiaspl, KPaXMaJICHHTA3bl, IPAHYJIOCBA3AHHAS KPAXMAJICHHTA3a, Kpaxmal-
BeTBsIMii epMenT, o- U B-aMuiasbl, KUCIask BAaKyoJIsIpHASI MHBEPTA3a, A TAK:KE HHTHOUTOPHI HHBEPTA3 H
amuias. OnpeneieH Kpyr KOAMPYIOWMX 3TH ()epMEHThI reHOB-KAHIMIATOB, aJlIejbHble BAPHAHTBHI KOTO-
PbIX MOTYT OBITh CBSI3aHBI C XO3SICTBEHHO IEHHbIMHM Mpu3HaKamu Kaprodens. [lanpHeitmmas padora Tpe-
OyeT aHaIM3a ajllebHBIX BAPUAHTOB 3THX FeHOB-KAHIUAATOB y IIMPOKOIO KPyra COPTOB, JIMHHI U 00pa3-
OB JMKOPACTYLIMX BUIOB KapTo(ess W BbISBICHHS ACCOUMANMIA C KeJaeMbIMM arpOHOMHUYECKMMH TNpPH-
3HAKAMHM, YTO MO3BOJHMT MCINOJb30BaTh MX B KAayecTBe IeHOB-MHILNEHEH 11l Pa3pabOTKH MOJIEKYJISAPHBIX
MapKepoB M CAiTOB PEeIAKTHPOBAHMS NMPH CeJIEKIMM HOBBIX COPTOB KapTodelis ¢ 3aJaHHbIMH NPU3HAKAMH.

KnroueBbie ciioBa: kaprodeib, KpaxMaj KiIyOHeil, aMHI03a, aMHJIONEKTHH, X0JOJ0BOE OCa-
XapuBaHWe, YIJIEBOJHbIA MeTa00/M3M, ()epMEHTHI YIJIEBOJHOTO MeTA00/IM3Ma, AJLIeJbHbIE BAPHAHTHI
T€HOB.

Kaprodens (Solanum tuberosum) — BaxHeilass MUpoBasi MPOJOBOJIb-
CTBEHHasI, KOPMOBasl U TeXHMYECKasl KyJabTypa. Kaprodenp Bo3mesplBacTCs Ha
Bceil Tepputopun Poccuiickoit Penmepaniiy, B pa3HbIX KIMMAaTHMYECKUX 30HAX,
PACIIONIOXKEHHBIX HA OIPOMHOM IIPOCTPAHCTBE OT I0XKHBIX TPAHUIL IO MOJISIPHOIO
Kpyra, SIBJISSICh OMHUM M3 OCHOBHBIX IIPOIYKTOB ITUTAHMSL.

OCHOBY IIUTaTEJbHOM LIEHHOCTU KJIyOHEM KapTodesss COCTaBIsIeT Kpax-
Maj. Ilo cTpykType muIEeBOil KpaxMmay IPUHSTO IEIUTh Ha IIMKEMUYSCKUN U
PE3UCTEHTHBIIM, YTO ONpEAC/ISCTCS KOJIMYSCTBEHHBIM COOTHOIIICHHEM ABYX IOJIM-
MEpPOB — aMWIO3bl M aMWIONEKTHUHA. AMMWIO3a IIPEACTaBIISICT COOOM IPSIMYIO
LIEIIb MOJIEKYJI [JIIOKO3bI, KOTOpasi IIepeBapyuBacTCsl AOJblIe. AMIWIOINECKTHUH UMEeT
psiI OTBETBJCHMII MEJIKMX LIEIIOYEeK IIIIOKO3bl U IlepeBapuBacTcs ObicTpee. Ta-
KUM 00pa3oM, SHEPIeTUYECKUE M OUETUYECKHME XapaKTePUCTUKHU KapTodest

* Pabora BeinojHeHa B pamkax KITHU «Pa3Butre celeKMn U CEMEHOBOACTBA KapTOMes».
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3aBMCSIT OT KayeCTBEHHOIO COCTaBa KpaxMaslbHbIX 3epeH. Kaprodenb kak Tex-
HUYecKasl KyJabTypa LieHeH colepkaHWeM Kpaxmaya, KOTOPbIi HCIOJb3YyeTCsl B
MPOM3BOACTBE KJIesl, INIIOKO3bl, OMO3TaHOa, OMOIJIACTUKOB U APYIUX MPOIAYK-
ToB U MaTepuanoB (1-3). B cBg3u ¢ 3TUM OOHO M3 BaxKHBIX HAIlpaBICHUM ce-
JIEKIIMU KapTodenss — yBeJIMYeHUE YIeIbHOrO Beca Kpaxmaja KIyOHeil U co-
3MaHNE COPTOB C ITOBBIIIEHHBIM COIEPXKAHWEM aMWIO3bl WIM aMUJIONEKTUHA.
Takke He CTOUT 3a0bIBaTh, YTO SKOHOMUYECKasT 3(DGEKTUBHOCTD MPU BO3AEIIbI-
BaHMU KapTodesss 3aBUCUT He TOJbKO OT 0O0BEMOB MPOM3BOACTBA 1M KpaxMayu-
CTOCTM KJIYOHEe, HO W OT JUIMTEJbHOCTM MX XpaHEHUs, TIe ClabbIM 3BEHOM
OIISITh e OcTaeTcsl Kpaxmajd. B HOpMalbHBIX YCIOBUSIX KIYOHM coaep:kaT B
cpenHem 12-18 % kpaxmana u 0,5-1,5 % caxapo. TemnepaTypbl XpaHeHUS] HU-
ke +3 °C BbI3bIBAIOT 3alMTHYIO peaklUio KIyOHel Ha IepeoxyaakaeHue, KOTO-
pas COMpOBOXAAETCSI MHTEHCUBHBIM pa3jIoKeHHEeM KpaxMmajia M HaKOIUIEHUEM
peayuMpyoLIMX caxapoB (IIIOKO3bl M (PYKTO3bl). DTO TaK Ha3blBaeMbIil IPO-
ecc xonogoBoro ocaxapuBaHust (cold-induced sweetening), KOTOphIi yxyallaeT
TOBapHbIC XapaKTepPUCTUKU KIyOHel KapTodes.

CrenoBaTeibHO, Ha CETOAHSIIHUIN JE€Hb aKTyaJlbHbl TPU OCHOBHBIE 3a-
layy: yBeJIMYEeHUE IOJM Kpaxmaja B KIyOHsSIX KapTodelss (KpaXMaluCTOCTb),
MOJEIMPOBAHME KayeCTBEHHOIO COCTaBa KpaxMmaja KiIyOHeil (COOTHOILEeHHUE
aMuJI03bl M aMWJIONEKTUHA), a TakKKe IpeIoTBpalleHHe Ipolecca XOJ0I0BOIo
ocaxapMBaHUSI M YMEHBIICHMSI KOJIMYECTBA pPeayLUpylolIMX caxapoB. s ux
pellleHusT HeoOXOAUMMO MPEXAe BCEero OIpenejvuTbh MYTHU YIJIEBOAHOIO MeTabo-
JIM3Ma B KJIIYOHSIX, BbIIEIUTDH KJIIOUEBbIe (PEPMEHTHI, peTyIMpYIOIKe 3TU MYTH, a
TakKe BBISIBUTH ajUlesId KOMMPYIOLIMX MX T'€HOB, aCCOLMMPOBAHHbBIE C XO3sii-
CTBEHHO LICHHBIMHU TMpPU3HAKaMU KIyOHeil. DTO AacT BO3MOXKXHOCTb IPOBOIWTD
HaIpaBJeHHYIO CeJIEKLIMIO, OCHOBAaHHYIO Ha MOIEJIMPOBAHUMU YIJIEBOIHOIO Me-
TaboamM3Ma KIyOHel, yToObl MojydaTh KapTodeab ¢ KeJJaeMbIMU CBONCTBAMM.

YrieBonHbI cocTaB KiIyOHel KapTodelsss — 3TO CJIOXHBIA KOMILIEKC-
HBIi TpPU3HAK, KOTOPbI KOHTPOJIUPYETCSI COBOKYMHOCTbIO T€HETUYECKUX U
BHelHUX (pakTopoB (4). Ellle HeCKOIbKO AecATWIeTUI Ha3ad Ha (U3NOJI0TUYC-
CKOM YpOBHE€ Oblia ompeleieHa IOCIeNoBaTeIbHOCTh peakiMii OMocHHTe3a U
pacnaza Kpaxmajaa B pacTUTENIbHON KJIeTKe, KOTOpas Ka3ajach MTOCTaTOYHO XO-
polo u3ydyeHHo# (5). OmHaKoO COBpEeMEHHBIM aHalu3 TeHOMHBIX W TPaHCKPMII-
TOMHBIX JAHHBIX TTOKa3aJl, YTO CXEMbl YIJIEBOJHOIO MeTaboIM3Ma PacTUTEIbHOM
KJIETKM 3HAUYMUTEJbHO CJIOXHEEe: CYLIEeCTBYIOT aJbTepHATUBHbIE METa0OJUUYECKUE
MyTU, U OIHA M Ta XXe peakUus MOXKET KaTaIM3UpOBaTbCs Pa3lIUYHBIMU (ep-
MeHTaMU. BbUIO BBISIBICHO OOJIBIIOE KOJIMYECTBO OEJIKOB, PErYJMPYIOIIUMX aK-
TUBHOCTb OCHOBHBIX (PEPMEHTOB YIJIEBOOAHOTO MeTabOJM3Ma, a TakKe, Hampu-
Mep, OeJKOB-TPaHCIIOPTEPOB, KOTOPbIE OIMpPEAe/sIoT MPOCTPAHCTBEHHYIO JOKa-
JIN3ALMIO KJII0YEeBBIX peaKlnii.

Takum 00pa3oM, MOHUMAHKE MEXaHM3MOB YIJIEBOIHOIO OOMEHa ITO3BO-
JIUT MPOBOAUTDL HAMNPaBICHHYIO CEJIEKLIMIO, BIOMpPATh MOJIe3HbIE ajlIen KiIoue-
BbIX T€HOB M II0Jy4YaThb HOBBIE COpTa C 3aJaHHbIMU cBoiicTBaMM. [loaTomy B
HACTOSIIIMIA MOMEHT IIOMCK T€HOB, BJIMSIOLIMX Ha COOEpXaHME caxapoB U
KpaxMaja B KJIYOHsIX KapToges, BbI3bIBaeT OOJBIION MHTEpPEC Y MHOIMX MC-
cnenoBatenei (2-4, 6).

MeTtabonu3m yrieBoaoB B KIYyOHSIX KapTodensa. KaprodhenbHblit
KpaxMaJl COCTOMT M3 JBYX ITOJIMMEPOB: Pa3BETBICHHOIO aMMJIONEKTHHA U JIU-
HEMHOI aMWIO3bl, CTPYKTYPHOI €IMHUIIEH KOTOPBIX CIYXMUT o-Itoko3a. CuH-
Te3 KpaxMaljla IIPOMCXOIMT B IulacTuaax (IJaBHBIM 00pa3oM, B XJIOpOILIacTax U
aMuioruiacTax), rae oba IojuMepa (OpMUPYIOT HEpacTBOPHUMbIC T'PaHYJIbI.
Kpaxman MoxeT pasznuuaTbCs MO CTPYKType 3€peH, CTENeHU IoJMMepU3alnu
MOJIEKYT ¥ (PU3UKO-XMMHUYECKNM cBoiicTBaM (1, 6, 7).
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Metabonu3M Kpaxmaia IMPOMCXOAUT KaK B JIMCThAX (B XJIOPOILIACTAX),
TaK U B KJIYOHsX (B aMWJIOILIacTax). BOJBIIMHCTBO peakiyili MpoTeKaeT IIpe-
MMYILIECTBEHHO OIMHAKOBO, HO CYIIECTBYIOT M HEKOTOpbIe OopraHocrenuduye-
ckue pasnuuus. Hampumep, B JIUCTbSIX B TEUEHME CYTOK MPOMCXOOUT MOCIEAO0-
BaTeJibHasl CMEeHa IIPOLIECCOB CMHTE3a U pacrana Kpaxmaia. KiyoHu Kaprodens,
B CBOIO ouepellb, CHHTE3UPYIOT KpaxMmaJl Ha TPOTSLKEHUM BCEro CBOETO Pa3BUTUS,
HaKaIUIMBasl €r0 B Ka4eCTBE SHEProeMKoro cyocrpara. B mactbsax AT®, HeobOxo-
IUMBIA I CUHTe3a Kpaxmaia, oOpasyeTcs B Ipolecce (GOoTOCHMHTE3a, a B aMU-
JortacTel KiyoHeit AT® wummoptupyeTcs M3 (POTOCMHTE3MPYIOIIUX OPraHOB.
CyOcTpaToM IS CMHTE3a KpaxMaja B XJIOPOIUIACTAaX JIUCTheB CIyxuT AdD-
[JII0KO3a, 00pa3oBaHHasl B peaysbTaTe LMKia KanbBuHa-beHcoHa, B TO Bpewms
KakK B pa3BMBAIOILIMXCS KIYOHSX KapTodess TakKuM cyOCTpaTOM CTaHOBUTCSI caxa-
po3a, mocrynaiolas U3 (POTOCUHTETUUECKU aKTUBHBIX JAUCTheB (3, 8). buoxmu-
MUYECKHUE pa3IMuMsl IMyTei OMOCHMHTe3a KpaxMmaya B JIMCThSIX U KIIYOHSIX KapTo-
e mpearnoaraloT CylIeCTBOBAHUE OTIMUUTEIbHBIX OCOOEHHOCTEH M B TEHETU-
YeCKUX OCHOBaxX 00CYXKIAaeMbIX METa0OIMYECKUX TIPOLIECCOB B 3TUX OpraHax.

HecMmotpst Ha Kaxylylocsl IMPOCTOTY OMOXMMMWYECKUX peaklvii, B yrje-
BOJHOM METa0OJIM3Me OCTAeTCS] MHOXKECTBO Hepa3pelleHHbIX BOMPOCOB. YCIOX-
HSEeT TIOHMMaHue HajJluyue OOJBILIOro KojauyecTBa (epMEHTOB, BO3MOXKHOCTD
OCYILECTBJEHUSI peakluil aJbTepHATUBHBIMU IMYTSIMU, A0 KOHIIA HE ONpeaesieH-
Has T0C/eN0BaTeIbHOCTh MTPOMEXKYTOUHBIX PeaKUMil U UX CyOKJIeTOYHas JIOKa-
Ju3anus. Tak, HesICHO, B KaKMX OpraHesiax MPOMCXOIST MPOMEXYTOUHbIE 3Ta-
bl MeTaboau3Ma Kpaxmajaa, Kakue O€JKW OCYILECTBISIOT UM KOHTPOJUPYIOT
BHYTPUKJIETOYHBIM TPAHCIIOPT caxapoB U3 LIUTO30Jis1 B amuiomiacTel. [loaTromy
BMECTO €IMHON CXeMbl MeTaboJM3Ma Kpaxmaja CYLIECTBYIOT HECKOJIbKO ajlb-
TepHaTUBHBIX TUnore3 (3, 8, 9). Takke BaxkHO MOHMMATh, YTO IJIsI pa3HbIX ITie-
PMOIOB KU3HEAEATeJbHOCTU PacTeHMI XapaKTepHBbI pa3jIMYHble MeTaboauye-
ckue myTu. B yacTHoOCTH, OMOCHHTE3 Kpaxmaja B JIMCTbSIX, MPU 3aKJIaaKe CTO-
JIOHOB, B IIPOLIECCE Pa3BUTHUsI CTOJIOHOB, B CO3PEBIIMX KIYOHSX U B COOpaHHBIX
KJIYOHSIX MPU XpaHEHUU CYLIECTBEHHO pas3jinyaeTrcs.

B pamkax HacTosiero o63opa 0yayT pacCMOTPEHbI BOIPOCHI OMOCUHTE-
3a Kpaxmaja B pacTyIIMX KIYOHsX KapTodesi, B KOTOPBIX MIET MHTEHCHUBHOE
HaKoOIJIEeHMEe KpaxmaJa.

B nucthsx B mpoliecce hoTocHHTE3a o0pasyeTcsl caxapo3a, KoTopas 10-
CTaBJIIETCSl B KJIETKU 4Yepe3 CUMILIACT WIM amnoIuiacT. B ciiyyae amorjiacTHOro
MyTU caxapo3a HampsIMyl0 MOCTYIaeT B KIIyOEeHb MO0 MEXKJIETOYHOMY MPOCTpaH-
CTBY, Ille¢ TUAPOJU3YETCS MO TIIOKO3bl U (bPYKTO3bl allOIJIaCTHBIMU MHBEpTa3a-
mu. OGpa3oBaBLIMECs] MOHOCAaxXapa C IMOMOILIbIO TeKCO30TPAaHCHOPTEPOB MPOHU-
KaloT B KJIeTKU Ki1yOHeit. OMHOBpeMEHHO caxapo3a MPOHUKAET B KJIETKU KIyO-
Heli 10 CUMILIaCTHOMY ITyTH, MCHOJIb3Ysl OeIKU-caxapo3oTpaHcnoptephl. Iloma-
Ilasi B IIMTO30JIb KJIETOK KJIYOHEi, caxapo3a I'MAPOJM3YETCS CaxapO30CUHTA30M
10 YI®-T110K03bI M (DPYKTO3HI.

Takum 00pa3oM, B pe3ysibTaTe B LUTOILJIa3Me KJIETOK KJIyOHSI HaKaruiv-
Baerca YA®D-rmoko3a. OcTaeTcsl CIIOPHLIM BONPOC O JaIbHEMIINX IIpeBpallie-
HUsIX YJID-nmoKo3bl U JIOKaIU3alMy OMOXMMMYECKMX peakiuii. 1o HekoTo-
pbIM maHHbIM, Y/®-rmioko3a mpeobpasyeTcsl B IIIOK030-1-hocdaT, KOTOPBIi
3aTeM KoHBepTupyerca B AJIP-rimoko3y, B CBOIO ouYepelb, MOCTYIAIOIIYIO B
aMUJIOIUIACT M TaM YYacCTBYIOLIYIO B peaKLMsIX OMOCHHTE3a IoaucaxapuaoB (8).
AJIbTepHAaTUBHAs. MOJE/Ib IPEAIIoaraeT, YTo B LIMTO30JI€ KIETOK KiyoHs Y d-
[JIIOKO3a CHavaJla IIpeBpalliaeTcsl B III0K030-1-docdar, a 3areM B ITIOK030-6-
docdaTr u B Takoil opMe TPaHCITIOPTUPYETCS C MOMOIIbIO TpH030-6-docdaT-
HOTO TPAHCJIOKATOpa B aMUJIOILIACT. BHYTpM aMUJIOIIACTOB IIIOK030-6-dochar
npepaiiaercd B AI®-T110K03y, U3 KOTOPOI IIOA BO3ICHCTBUEM KpaxMaJICUH-
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Te3UpPYIOIINX (epMEHTOB (KpaxMaJICMHTa3bl, KpaxMajl-BeTBsiIue (GepMEeHThI U
nIp.) obpasyercs kpaxman (8, 10). Oba anbTepHAaTUBHBLIX MYTH MPEAIIOJATaIoT,
YTO HEIOCPEACTBEHHBIM CYOCTpaTOM IJIsI CHHTE3a aMWIO3bl M aMWJIOIICKTHMHA B
amuytoriactax cayxut AI®-rmoko3a (9). Ocrarok AJID-TI0K03b! IPUCOETNHS-
eTcsl K HapaliuBaeMmoil Lenu KpaxmancuHrtazamu (SS, starch synthase, EC
2.4.1.21). Tlo mepe Toro, Kaxk IojaucaxapuaHasl Lelb pacTeT, KpaxMasi-BeTBsIIIUe
depmenTsl (BE, branching enzyme, EC 2.4.1.18) BHOCST pa3BeTBICHUS, U TAaKUM
00pa3zoM cuHTe3upyeTcss amuionektuH (9). CuHTe3 JUHEWHOW MOJNEKYIbl —
aMUJIO3bl, B CBOIO OYepelb, OCYLIECTBISCTCS (DEPMEHTOM TIPaHYIOCBSI3aHHOI
kpaxmancuHTazoit (GBSS, granule-bound starch synthase, EC 2.4.1.242).

Ha ¢unanbHoO# cTa-
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Bo3moxnblii myTh MeTa0oaM3Ma Kpaxmajga B KiyOHsx kapro- YCCTBO MCJIKUX I'paHyJsl, TO B

tens (3). Pepmenter: SuSy — caxapo3ocuHTasa, Fk — dpyk- gmzuiorwiacte KJIyOHST MX Bce-
tokuHaza, UGPase — Y®d-raoko3o-nupodochdopuiasa, I'O HECKOIBKO M OHM OYEHD
PGI — docdormokonsomepaza, PGM — docdormokomyra-
3a, AGPase — AJI®-rmoko3o-mpodocdopiaza, SS — kpax- KPYIHBIE (9).

mancuHTasel, LSF — SEX4-momoOHbli (depMeHT, Amy — Takum obpaszom, 6u1o-
amunasbl, DBE - ﬂerquy{Hr-q)epMeHT; DPE — npucnpo- CHHTE3 Kpaxmajia, HAuMHasi C
nopuuoHupytomuii pepment; PHO — xpaxmandocdopuna-
3a, BAM — B-amunassl. benku-tpanciokaroper: GPT — 06paBOBaHI/I$[ MOHOCaxapun-
TpaHcnopTep mmoko3odochara, MEX — manbTo3oTpaHcrop- HBIX Cy6CTpaTOB " 100 (I)OpMI/I—

tep, NTT — HykneotuaHsblii tpaHciaokatop; GLT — mmo- POBaHMsI KPaxMaJbHOTO 3ep-
ko3otpaHcroptep; VGT — BakyoJSIpHBIN TJIIOKO30TPaHCIIOP-

tep. Bemecrsa: Frc — ¢dpykrosa, Glc — rmokosa, UDF-Glc — Ha, BKIIOYacT MHOXCCTBO pC-

YA®-rmoko3a, F6P — ¢pykrozo-6-cdocdar, GIP — rmo- akKumil u Tpe6yeT KOOPAVHU-

K030-1-dpochar, G6P — nmoko3o-6-dochar, ADP-Glc — o

ANl®-rmoko3a, ATP — AT®, P; — Heoprannueckuii (ochop. POBaHHO! pabOTEL G0JIBIIOrO
yycna gepmeHToB. Kpome To-

ro, KaK yXe OTMeYajoCh, B YIJIEBOOHBIA MeTab0/1M3M BOBJICUYEHEI HE TOJIBKO (hep-
MEHTbI, MOTUMDUIIMPYIOLIUX MOHO-, M- WM MOJMCaXapuabl, HO U OIOCPEIOBAHHO
BJIMSIOIIYE HA 3TH peaklMK PEeIyISITOPHBIE OeIKM, paboTy KOTOPHIX TOXE HYXKHO
IIPYHUMATh BO BHUMaHHE.

IlepBuuHBIi 3Tall CMHTE3a Kpaxmaja KIyOHeHl HaIlpsSIMyIO 3aBHUCUT OT
paboThl CcaxapoOJUTUYECKMX (PePMEHTOB, TaK KaK MMEHHO OHM CIIOCOOCTBYIOT
aKKyMYJISILIMM T€KCO3, KOTOphbIe B HaJIbHEMIIIeM BKIIIOYAIOTCS B CUHTE3 KpaxMa-
na. OgHaKO KOHEYHOEe HaKOIUIEHUE Kpaxmala OIpeleIsieTCs He TOJIbKO CKOpO-
CTBIO €r0 CUHTEe3a, HO M MHTEHCHMBHOCTBIO pacranga, TaK KaK 3TU IIPOLIECCHI
OCYILIECTBIIIOTCS OMHOBPEMEHHO M HelpepblBHO. OIMMCAaHO MOCTATOYHOE KOJIH-
YeCTBO (PepMEHTOB, Pa3pylIAOIIMX KpaxMall, KOTOphle CIIeLU(UUHBI B OTHO-
LIEHWU TIMKO3MIHOM CBS3U M BO3MEMCTBYIOT Ha pa3IMYHBIC CyOCTpaThl (aMUJIO-
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3a, aMWIOINEKTUH, AEKCTpaH). OTU (epMeHThl HMMEIOT pa3HOe TIe€HETUYeCKOoe
MPOUCXOXIACHUE U MPUHAAJIEXKAT K pa3aInyHbIM ceMeiictBam (7, 11-14).

MepMeHTHI, pa3pyllIalolie KpaxMala, MOXHO pa3leiMTh Ha IBe KaTero-
puM — TUApoauTHYecKre (o- U B-amMuiasbl) U GochopoauTrueckue (o-IIMKaH-
dochopunaszer). Ux cpaBHUTENbHAS aKTUBHOCTb MOXKET U3MEHSThCS B 3aBUCH-
MOCTU OT CTalMM Pa3BUTUSI WM YCIOBUM cpeanl. Kakas u3 rpymnn ¢pepMeHTOB
uMeeT OoJjiblliee 3HAYeHHEe — CIOpHBIM Borpoc. 1o HEKOTOpPBIM IaHHBIM, OC-
HOBHOM BKJaJ B pa3pyllleHue Kpaxmaja BHOCHUT TMAPOIUTUYECKUM MyTh, XOTS
dochopomuTuueckuii MeHee sHepro3aTrpareH (15). OgHako camo no cebe ¢doc-
dopuapoBaHye Kpaxmaja He MOXeT ObITh JOCTaTOYHBIM (akTopoM (16). Bos-
MOXHO, 3TOT IpoLEeCcC ejacT IMOBEPXHOCTh KpaxXMaJbHOIO 3epHa 0oyiee TMIpO-
¢unbHON U, TaKUM 00pa3om, 0oJjiee TOCTYITHOM ISl TUAPOJUTUYECKUX (hepMeH-
TOB, IOIOJHUTEIbHO CO3MaBasl CEJCKTUBHBIC OEIOK-YIJIeBOAHbIE 1 OenoK-0e-
KOBBIe B3amMogpeiicteus (14, 16-18).

KpaxmanbHble 3epHa, pa3pyllasch, IMpeBpallialoTCsl B Pa3BETBICHHBIC
00 NMHEeHHbIe (OPMbI MOJUIIMKAHOB. 3aTeM pa3BeTBIEHHbIE (POPMbI MPeod-
pas3yloTcsl B JIMHEHbIE INIMKAaHbl B pe3yJibTaTe paOdOThl CHMMAIOLIMUX Pa3BeTRJIe-
HUe (epMeHTOB, Hampumep uszoammias (isoamylase, EC 3.2.1.68) wiau mexc-
TpuHa3 (dextrin 6-a-glucanohydrolase; EC 3.2.1.142), Kotopble clielupUIHbL K
a-1,6-rIMKo3uaHoOM cBs13u. Ha 3aBepiaiolem aTare JIMHEHHbIe TIIMKAHBI MOIYT
ObITh paspylleHbl B-amuiazamu (B-amylase, EC 3.2.1.2) uau KpaxmajJcuHTa30i
(SS, starch synthase, EC 2.4.1.21) no HeliTpanabHbIX caxapoB (12).

B wurore nocnenoBaresbHON NECTPYKLIMU KpaxMasa B aMWIOILIACTax 00-
pas3yloTcs MeTaboIuThl (Tpuo3odocdaThl, MalIbTO3a, IIOK03a), KOTOPhIE 3aTeM
C MOMOIIBIO CIIELM(UYHBIX TPAHCIOPTEPOB HaMpaBsIoTCs B LIUTO30J1b (19). Tam
OHM BOBJICKAIOTCS B IyTh MeTa0OJM3Ma IJIMKAHOB, IMOABEPrasch BO3ACHCTBUIO
LIMTO30JIbHBIX (octopuiaas — TpaHcrmokodunas (DPE2, disproportionating en-
zyme, EC 2.4.1.25), B urtore mnpespaliasichb B (ocdaTbl rekco3, KOTOphIe, B
CBOIO oyepenb, HEOOXOAMMBI JJ1s1 OMOCHMHTE3a caxapo3bl.

KnioyeBbie reHbl yrieBomHoOro Mertaboysm3ma KiIyOHed Kap-
Todenass. MHorue reHol MeTaboIM3Ma Kpaxmajga OpraHU30BaHbl B T€HHBIE Ce-
meiictBa (9). Pa3Hble mnpencTaBUTEeIM OJHOIO CEMENCTBAa MOIYT UrpaThb HEOIU-
HAKOBble POJU B (POTOCHMHTE3UPYIOIIMX M 3amacaroiieii opraHax (3). AKTUB-
HOCTb (DEpMEHTOB MeTaboJM3Ma Kpaxmaya peryaupyercs Kak Ha TpaHCKPUITIIM-
OHHOM YpPOBHE (Hanpumep, LIUPKAAHBIMUA PUTMaAMU WIM TIPUCYTCTBUEM CaxapoB)
(3), Tak ¥ TOCTTPAHC/ISILIMOHHO, B TOM YMCJIe 3a CUeT OeIOK-OeJIKOBBIX B3aMMO-
neiicTBuil U pocopunupoBaHus 6enKoB (8).

B 2017 roay ObuUlO mpoOBeAeHO MacIUTAaOHOE HCCJeIOBaHUE C 1IeJIbIo
UIESHTU(MUKALIMU BCEX T€HOB, CBSI3aHHBIX ¢ METabOJIM3MOM Kpaxmajia, B FeHOMeE
kaprodensa (3). B pesynbraTte maeHTU(PUIIUPOBAHO 77 TEHOMHBIX JIOKYCOB, KO-
IUpyloIux (GepMeHThl MeTaboniu3ma Kpaxmana. s cpaBHeHMs, B TeHOME pe-
s3yxoBunku Tanst (Arabidopsis thaliana) n3BecTHO 46 TeHOB MeTabOIM3Ma Kpax-
Mana, U3 KOTOphIX 44 mMeloT romMoioros B reHome kaprogenst (3). Kpome Toro,
B reHOMe KapTodesl HailieHbl HOBbIE U30(POpMbl MHOTUX (hepMeHTOB (3).

B Tabnuie npuBeneHbl M3BECTHBIE HA CETOAHSIIHUN ITeHb Fe€Hbl KapTo-
dens, kopupylolue (GpepMeHTh MeTabonu3Ma kpaxmana (3, 20-22).

Bbruto mokaszaHo, 4To M3 77 ONMMCAHHBIX TEeHOMHBIX JIOKYCOB, aCCOLIMU-
POBaHHBIX C METAa0OJM3MOM Kpaxmaja B pacTeHUHU KapTodessi, HeKOTopble Te-
HbI 3KCIIPECCUPYIOTCSI UCKIIOUMTENIbHO B JIMCTBSX, IPYTrMe — BO BCEX Kpaxmal-
CUHTE3UPYIOLIMX OpraHax, a TpeTbU, caMble MHTEpPECHbIE (B paMKaX HACTOSILEe-
ro o6sopa), — B KiIyOHsX. Ilo Bceil BUAMMOCTU, MMEHHO Cpeay MOCJICIHUX
MOTYT OBITh T€HbI, aCCOLIMUPOBAHHbBIE C XO3SIMCTBEHHO LIEHHBIMU MPU3HAKAMM
(3). buonngopMaTuueckuii aHaIN3 TPAHCKPUMLIMOHHBIX AAHHBIX (3) BbISIBUI
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HECKOJIbKO T€HOB, 9KCIIPECCHUsI KOTOPHIX CIleluduyHa 111 KiIyOHel KapTtode-
1. HamGonplinii ypoBeHb KiIyOHecHelIM(HIHOMN 3KCIpecCur HaOMogaIcsa y
TeHOB TPaHCJIOKAaTopa TII0K030-6-pocdata GPT2.1, caxapo3ocuHTasbl SuSy4,
dochornukandpocdarasbl SEX4, KpaxMancuHTasbl SS5 U Kpaxmana-BeTBSIIETO

¢depmenTa SBES3.

I'enbl, Koaupylonme (epMeHThI YIJeBOIHOTO MeTabou3Ma y Kaprodens (Solanum
tuberosum L.) (LuT. o 3 ¢ NOMOJHEHUSIMHU)

Benok/cemeiicTBo GeJIKOB

| lenbl

| CrelmmpuyHOCTb IKCIPEeCcCuu

ADP-glucose pyrophosphorylase large subunit
(AN D-rmoko30-mipodochopuiasa, Gobiiast
cyObenMHMIIA)

ADP-glucose pyrophosphorylase small subunit
(A D-rmoko30-mipodocdopuiasa, Manast
cyObenMHMIIA)

Alpha-amylase (o-amMuIasbr)

Alpha-glucan phosphorylase (o-TiMKaH-
dochopuiasbl)

ATP-ADP antiporter (AT®-AIP aHntumnoprep)
Beta-amylase (-amunasbr)

Branching enzyme (kpaxmain-BeTBsiuuii ep-
MEHT)

Disproportionating enzyme (4-o-IMKaHOTpaHC-
depasb)

Glucan water dikinase (o-rmkan-H,O-nrknHaza)
Glucose transporter (TII0KO30TpaHCIIOPTEpP)
Glucose-6-phosphate translocator (TpaHcio-
KaTop IIII0K030-6-docdara)

Granule bound starch synthase (rpaHynocBsi-
3aHHAsI KPaXMaJICHHTA3a)

Inorganic pyrophosphatase (HeopraHuueckue
docdaraszbr)

Isoamylase (130amMmusasbr)

Limit dextrinase (TMMUT-neKcTpUHA3A)

Maltose excess (MaJIbTO30TPAaHCIIOPTED)
Phosphoglucan phosphatase (dbocdormmkan-
docdarasbr)

Phosphoglucan water dikinase (¢pochornukan-

H,O-nukuHaza)

Phosphoglucoisomerase (ocdormokonzome-
pasbl)

Phosphoglucomutase (ocdormokomyTtasbr)

Starch Synthase (kpaxMaJCHUHTa3bl)
Sucrose Synthase (caxapo30CHMHTa3bl)

Triose-phosphate/phosphate translocator (Tpro-
3odocdarHblii/PocdaTHblil TPAHCIOKATOP)
UDP-glucose pyrophosphorylase (YA®D-
I0Ko30-nupodocdopuiaza

Vacuolar Glucose Transporter (BaKyoJssipHBbIii
[JIIOKO30TPAaHCIIOPTED)

Vacuolar invertase (BakyopsipHasi UHBepTa3a)
Invertase inhibitor (MHrMOGUTOPHI MHBEPTA3)
Amylase inhibitor (MHTHOUTOp amuMIIa3)

AGPLI, AGPL2, AGPL3

AGPS1.1, AGPS1.2, AGPS2

AMY1.1, AMY1.2, AMY23,
AMY3, AMY3-like

PHOIa, PHOIb, PHOZa,
PHO2b

NTTI, NTT2

BAM1I1, BAM2, BAM3.1,
BAM3.2, BAM4, BAMG.1,
BAM6.2, BAM6.3, BAM7, BAM9
SBEI.1, SBE1.2, SBE2, SBE3

DPEI, DPE2

GWD

GLTI

GPTI.1, GPT1.2, GPT2.1,
GPT2.2

GBSS1

PPase, PPase-like
ISAL 1, ISA 1.2, ISA2, ISA3
LDE

MEX1
LSFI, LSF2, SEX4, SEX4-like

PWD
PGI, PGl-likel, PGI-like2

PGM1I1, PGM2.1, PGM2.2,
pPGM

S5S1, §S2, 5§53, 554, S5, S56
SuSyl, SuSy2, SuSy3, SuSy4,
SuSy6, SuSy7

TPT, TPT-like

UGPasel, UGPase2
VGT3-like
Pain-1

INHI, INH2
SbAI

I puMedYaHUEe. HpOHyCKI/I O3Ha4YarT OTCYTCTBUE JaHHBIX.

AGPL 1 B nucTbsx

AMY 1.1 B nucThsIX

PHOIb B muctbsix, PHOIa B
KJTyOHSIX

BAM3. 1 B tucThsix

SBE3 B KJyOHSIX, 9KCIIPECCHUsI YCHU-
JIMBAETCS TI0 Mepe pocTa KITyOHei

GPT2.1 B KilyGHSIX, SKCIIPECCUsl YCH-
JIMBAETCSI TI0 Mepe pocTa KITyOoHei
B kiyGHSIX 3KCIpeccHsi BbILIE,
YeM B JIMCTBSIX

OpraHocnennUIHOCTh HE MOKa-
3aHa, HO akcnpeccust LDE ycu-
JIMBAETCSI TI0 Mepe pocTa KIyOHei

SEX4 B KIyOHSIX, DKCIIPECCHsI
nagaeT Mo Mepe pocra KiyOHei

855 B KiI1yOHSIX
SuSy4 B KITyOHSIX, SKCTIPECCHUsT YCH-
JIMBAETCSI TI0 Mepe pocTa KITyOHei

Kak M3BCECTHO, B IPOLIECCE KJ'IY6HCO6pa3OBaHI/IH IIPpOUCXOooUT Haubosee

MHTCHCUBHBIN cHHTe3 Kpaxmana (23). [1o3ToMy He TOJBKO T'€HbI C BBICOKOIA
SKCIIpecCHell B KIIYOHSIX 3aCIyXHUBAalOT 0COO0OTO0 BHUMAaHMS, HO TaKkKe M Te Ie-
HbI, 3KCIIPeCCHUsI KOTOPHIX pacTeT MO Mepe 3aKjIaaKu M pa3BUTHS KiIyoHeil (3),
TaK KaK MMEHHO OHM MOIYT OBITh pEeryjsaTopaMu IIpoliecca KIyOHeoOpa3oBa-
Hust. K TakMM TeHaM OTHOCSITCSI TeHBI CaXapO30CHUHTa3bl SuSy4, Kpaxmai-
BeTBsiiero ¢depMmeHTa SBE3, TpaHciokaTtopa TToKo30-6-ochara GPT2.1 n
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nexcrpuHasbl LDE (3). IIpu 3ToOM MHTEpPECHO, UTO YPOBEHb TPAHCKPUIILIUU Te-
Ha (ocdornukandpocdarasbl SEX4, XxapaKTepU3yIOILIErocsl BLICOKOI 3KCIIPEeCCH-
el UMEHHO B KJIyOHSIX, HAXOIMTCS B OOpaTHOM 3aBUCMMOCTU OT MHTEHCUBHO-
CTU pocTa KIyOHSI U cuHTe3a Kpaxmana (3).

Hcxonst u3 coBpeMEeHHBIX MpencTaBieHuil 00 YrJIeBOZHOM MeTaboau3Me
KJIyOHEel, MOXHO NpeaJoXUTh HECKOJIbKO TI€HOB-KAHIMIATOB ISl PELICHMS
cOpMYIMPOBAHHBIX BbIILLIE OCHOBHBIX 33a4 COBPEMEHHON celeKUUM KapTtode-
Js (YBeIMYEHUE KpPaXMaJIUCTOCTM, IIOBBILIEHUE COOEPXKAHUS aMWIO3bl WIM
aMUJIONEKTUHA, MHIMOMpPOBaHME XOJOOOBOIO ocaxapuBaHus). PaccMoTpum ux
noapoOHee.

Tenwvt, onpedensirowue codepycanue kpaxmanra. Cpead TEHOB, YbsSl 3KC-
Mpeccusi KOppeaupyeT ¢ poCTOM KJIyOHel, HauOOJIbIIMI MHTepeC MpeacTaBiseT
reH caxapo3ocuHTasbl SuSy4. UmenHo mnst SuSy4 noiydeHo HauOoJbllIee KO-
JIMYECTBO JAHHBIX, CBUAETEJbCTBYIOIIMX O €ro KJIIOYeBOM BIMSIHMU Ha COAEpP-
KaHUe KpaxMmalia B KinyOHsix kaptodenst (3, 24-27).

benku cemeiictBa caxapo3zocuHTas (sucrose synthase, EC 2.4.1.13) kata-
JIM3UPYIOT PEeakLMIo 00paTUMOTO THAPOIM3a caXxapo3bl B mpucyrcTBuu YIA® mo
YA®D-rmoko36l 1 PPYKTO3LI M BCTPEYAIOTCST V BCeX BBICIIMX pacTeHwmii (28). B
pacTUTeNbHOM KieTke SuSy4 MpUCYTCTBYeT B pacTBOPUMON (hopMe B LIMTO30JI€
(24). Caxapo3ocuHTa3a — OCHOBHOI (epMEHT, pacCIISIUISIONINI caxapo3y B
9HAOCIEPME 3JIAKOBBIX U KIYOHSIX KapTodessi, oHa obecrieynBaeT cyocTpar st
CHHTe3a Kpaxmaja B 3amacarollux opraHax. CynepaKclpeccusi reHa caxapo3o-
cuHTa3bl SuSy4 B pacTeHUsIX KapTodesss NPUBOAUT K YBEJIMUYEHUIO CONEpKaHMS
Kpaxmaja B KIYOHSIX U IMOBBIIIeHUIO ypoxkaitHocTu (30).

Eiwie omyH BaxXHBIM reH, U1 KOTOPOIO MOKa3aHa accolualus ¢ Io-
BBILLIEHHBIM COIEpXaHWEeM KpaxMmaja B KIYOHSIX, — a-TJauKaHdochopuiaza.
o-I'nukandocdopunassl (starch phosphorylase, EC 2.4.1.1), mnpencTtaBuTenu
cemeiictBa rnukosuntpaHcdepas 35 (GT35), urpalor 3HAUMMYIO pOJib B MeETa-
Oonu3Me yriaeBoJAOB Y pacTeHUIA, XKMBOTHBIX U mpokapuoT (31, 32). B pacteHu-
SIX aHaJIOTU o.-INIMKaH(ochopuaas U3BeCTHbI Takxke Kak Kpaxmauadochopuiasbl.
D10T (hepMeHT ocyuiecTBIseT (HOochOPOIUTUYECKYIO Nerpamaluio Kpaxmanaa u
KaTaJuM3upyeT peaklnio oOpaTHMOro MepeHoca OcTaTKa IIMKO3UJIa Ha KOHILIE o-
1,4-D-rnmMkaHoBOM 1Lenu B MpUCYTCTBUU docdaTa ¢ 0Opa3oBaHUEM TIIOKO30-1-
docdara. ¥ Bcex pacTeHUd HMMEIOTCSI JIBe pasiuuHbie (GopMbl Kpaxmandoc-
dopunaz — miaacTumHas U LUTO30JbHas. B cBolo ouepenb, y Kaprodens mia-
ctunHas Kpaxmangocdopunaza PHO1 konupyetcss AByMSI TOMOJOTMYHBIMU Te-
HaMM, JJISI KOTOpBIX XapakTepHa TKaHecneuuduyHasa skcrpeccust: PHO1b skc-
MpeccUpyeTcs MPeuMYILECTBEHHO B NIUCThsIX, PHOIa — B xnyoHsx (3, 33, 34).
HecMotpst Ha To, uro Kpaxmaicdochopuiiazbl COCOOHBI MPOBOAUTH peaKIUU
KakK paspylleHus, TaK U CUHTe3a Kpaxmaja, IMoKa3aHo in vitro, 4yTo ruiacTUmHasi
dopma urpaeT Oojiee CYIIECTBEHHYIO pOJib B Mpollecce ASCTPYKIIMU Kpaxmaia
(35, 36). OgHako in vivo JOKa3aTeabCTBa 3TOTO OTCYTCTBYIOT. Takxke in vitro
ObLIM TOJIyYeHBbl JaHHbIE O CIIOCOOHOCTM Kpaxmaidocdhopuiasbl CUHTE3UPO-
BaThb OJIMIOCAXapUIHYIO 3aTpaBKy, KOTOpas 3aTeM JJOCTpauBaeTcsl Kpaxmai-
cuHTazoit (15, 37, 38).

Tenst, onpedensirowyue kauecmeenmwlli cocmae kpaxmara. Kak yxe otrme-
yajock, cdepa MCHoAb30BaHMSI KpaxMaja OOlMpHA, U, B 3aBUCMMOCTH OT KOH-
KPETHBIX 3a1ay, HeOOXOIMMO IOJIyyaTb Kpaxmajl C pa3IUuYyHbIMU (PU3UKO-XU-
MUYECKUMM CBOMCTBAMM, KOTOpbIE HAaNpPSIMYIO ONPEeISIOTCS KOJIUYECTBEHHBIM
COOTHOLLIEHUEM aMMJI03bl M aMWIoNeKThuHa. Kpaxmai ¢ BHICOKUM Cofep>KaHUEM
aMuJIoNeKTUHA (IJTMKEMMYEeCKUI KpaxMas) o0jamaeT MOBBIIIEHHOM IMUILIEBOM
9HEPreTUYECKON LEHHOCThIO M MCIOJB3YeTCsl IJIs1 MPOM3BOACTBA IAETCKOTO U
JIeyeOHOro NMUTaHus. B MpOMBIILIEHHOCTH TaKOM KpaxMall TakKxKe MpeAarouTUTe-
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JIeH (3KOHOMMYECKU BBITOICH) KaK CHIPbE IJISI IMPOM3BOICTBA IIIIOKO3HO-(PPYK-
TO3HBIX CUPOIIOB M OMO3TaHOJIA. BhICOKOAMMIIO3HBINA (pPEe3UCTEHTHBI) Kpaxmall
yCTOMYMBee K BO3ICICTBUIO o-aMIJIa3, B CUIIy YeTO MCITOJIb3YeTCS B IIPOM3BOMI-
CTBe OMOIUIACTUKOB. MMes HU3KMII DIMKEMWYCCKUN WMHIOCKC, TaKOM Kpaxmas
TaKkke LieHuTcs B auetosoruu (39). KauecTBeHHBIN cocTaB Kpaxmaja 3aBUCHUT
OT paboTHl OBYX Ipyln (EepMEHTOB — KpaxMajCHUHTa3 (B TOM 4YMCIIE IpaHy-
JIOCBSI3aHHOM KpaXMaJICMHTa3bl) ¥ KpaxMaji-BeTBAIINX (PepMEHTOB.

B reHome xaprodeins HalieHbl TeHbl IIeCTH M30(GOpM KpaxMaJCHHTAa3
(8§51, 852, 8§53, 5§54, §S5, §56), a Takke TOMOJIOTMYHBII T€H TPaHyJIOCBSI3aH-
Hoii KpaxmajicuHTasel GBSS1 (3). Kpaxmancunrassl SS CUHTE3UPYIOT MOJMca-
XapuAbl aMIJIOIEKTUHA ¥ MOTYT HAaXOOUThCs JIMOO B pacTBOpPeHHOU (opMe, Ju-
00 IPUCOSTUHATHCS K KpaxMajbHOI rpaHyie. [eHeTnyecKre ¥ OMOXUMUYECKUIE
JIAHHBbIE CBUIETEIBCTBYIOT O TOM, YTO Kaxmas M30¢opMa KpaxXMaJICMHTa3bl SS
(starch synthase, EC 2.4.1.21) urpaet cBO10 YHUKAJIbHYIO POJIb B TIPOLIECCE CUH-
Te3a amwionektuHa. Cuwntaercsa, uto usogopmbl SS1, SS2 u SS3 paborator
HEIOCPENCTBEHHO IPYr 3a APYrOM, OCYLUECTBIISII CUHTE3 COOTBETCTBEHHO KO-
pOTKOM, cpenHeid n mmHHOK nenu (9). Ilpu aTomM Takxke u3BectHO, uro 80 %
KpaxMaJICHHTa3HOW aKTMBHOCTM B KIIyOHSIX KapTodens npuxomurcsa Ha SS3 (9).
st reHa SS5 m3odopMbI KpaxMaJICMHTa3bl XapakKTepHa KiIyOHecrelnnbrIHast
SKCIIPECCHsl, XOTS B HACTOSIIMII MOMEHT OTCYTCTBYET in Vivo IIONTBEPXKICHUE
HETIOCPEICTBEHHOrO BIMSIHUA SS5 Ha HaKOIUICHME KpaxMmajia M YpOXalHOCTh
kaprodensa (3). B To ke BpeMs y KyKypy3bl TOMOJOTUUHBINA reH SS5 mpeamnono-
KHATEJIPHO KOHTPOJIMPYET HAKOIUICHHE KpaxMaja Ha CTaIdM CO3peBaHMS 3epHa
(3, 40). OmHako cyuTaeTcsl, YTO aKTUBHOCTh KpaxMaJCHMHTa3 (3a UCKIIOYEHUEM
SS5) B KIyOHSIX HE CHUJILHO IIPEBOCXOAUT TAKOBYIO B JIMCTBSIX M arpOHOMHYE-
CKasl 3HAYMMOCTh I€HOB, KOIUPYIOLIMX 3TH (PpepMEHTHI, HEe HACTOJbKO CYIIe-
CTBEHHAa, KaK y romojoruuyHoro reHa GBSSI (3).

I'panynocssizanHas kpaxMaincuHTtaza GBSS1 (granule-bound starch syn-
thase, EC 2.4.1.242) XoHTpoJaupyeT OMOCHUHTE3 aMWIO3bl B (DOPMUPYIOLIMXCS
KpaxMaJbHBIX IpaHy/ax. MHOIrMe MCCIeIOBaHMS YKa3bIBalOT HA BaXKHOE XO3STii-
CTBeHHOe 3HaueHue 3Toro depmenta (41-44). GBSS1 mpucoenuHsieTcss Hemo-
CPEACTBEHHO K KpaxMaJlbHO#l rpanHyjie. Okcrpeccusi GBSSI B KIyOHSIX HECKOIb-
KO BBIIIIE, YeM B JIUCThsIX. GBSSI BhISIBIEH U OXapaKTepU30BaH BO MHOIMX COp-
Tax Kaprodens (36, 45, 46). MnakruBays 3TOro TeHa IMO3BOJIIET MOIYYUTh Kap-
Todeb, KIIyOHU KOTOPOTO COomepKaT MpeuMYyllecTBeHHO aMuioneKTuH (47-50).

Kpaxman-erssuii pepmeHT SBE (starch branching enzyme, EC 2.4.1.18)
BJIMsICT Ha HAKOIUICHHWE OIpeAe/ieHHOM (opMbI MonrcaxapuaoB Kpaxmaiaa. SBE
KaTaJIM3UPYIOT 00pa3oBaHUE TOYEK o-1,6-0TBETBICHUI B MOJMCAXapUAHON Lie-
M C Pa3HOM YacTOTOM M IJIMHOM OTBETBIICHHOI Iieny. BrmepBhle aKTMBHOCTb
KpaxmaJj-BeTBsIIuero epmMeHTa Obljla oOHapyxkeHa UMeHHO B KapTodene (51).
IMonucaxapumHble CTPYKTYpHI, (QOpMUpPYEMble KpaXMal-BeTBIIIMM (hepPMEHTOM,
3aTeM Moauduuupyorcs (gepmeHTamu, cHumalomumu BeTBiaeHue (DBEs, de-
branching enzymes, EC. 3.2.1.68), u TakuMm 00pa30oM ITOJIy4aloTCss HepacTBOPH-
MBIE€ B BOII¢ I'PaHy/Jbl. AKTUBHOCTb KpaxMajl-BeTBSIIETO (pepMeHTa HeIoCpes-
CTBEHHO BJIMSIET Ha CTEMNEHb pPa3BeTBICHHOCTU aMmujornekTuHa (52, 53).

Y MHOTHX BUIOB PAaCTCHUI BBISIBICHBI Pa3Indusl B 9KCIIPECCUM OTIE/Ib-
HBIX KJIACCOB Kpaxmall-BeTBsiero ¢gepmerra (39). MyraHTHBIE pacTeHUs C JIe-
¢unmrom akTuBHOCcTM SBE MMeroT XxapakTepHblii (DeHOTHUII BCICACTBUE WHIM-
OMpOBaHUS CHMHTE3a KpaxMmaja U HaKOIUICHUS OOJIBIIOr0 KOJIMYeCTBa Caxapo3bl
U ApYTUX pacTBOpuMBIX caxapoB (39). Hanpumep, y ropoxa (Pisum sativum L.)
00pa3yloTcsl MOPIIMHUCTBIC IUIOALI M COACpKAHME Kpaxmalla YMEHbIIIaeTCsI Ha
50 % (54); nna KyKypy3bl u3BecTHa Mytauus amylose extender (ae—), KOTOPOii
COITyTCTBYET YMEHbIIeHWe CHHTe3a KpaxMajia Ha 20 % (55). [Ipu sToM y Takux
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pacTeHuil KpaxMajll COCTOMT B OCHOBHOM M3 aMWJIO3bl, a HalIEHHBIH B HUX
aMUJIONEKTUH MaJlo pa3BeTBICH. Y KapTodelsiss BbICOKOAMUJIO3HBIM Kpaxmal
yIaJ0Ch MOJAYYUTh TOJbKO MPU MHIMOMPOBAHUU aKTUBHOCTU Cpa3y HECKOJbKUX
n30(opM KpaxMall-BeTBsiero dgepmenTa (56).

Tenvt, onpedensiowyue yemouuusocms K x0400060my ocaxapusanuro. Bo Bpe-
M XpaHeHUs Tpu TeMrepatypax Hke +10 °C) B KIyOHSX KapTodess HaKaruii-
BAIOTCS PEoyLMpYIOLMe caxapa, KOTOpble MpU B3aUMOACHCTBUM C o-aMHHO-
KUCJIOTaMM TPUBOIAT K HAKOIUIEHWIO akpuaaMMIa M YXYIILIEHWIO BKYCOBBIX
kavecTB (57-59). IloaToMy mpemoTBpallieHue Mpoliecca XOJOA0BOTO ocaxaprBpa-
HUs KapTodels KpaiiHe BaXXHO IJisl MUIIEBOM MpoMbIieHHocTH (60-62). Xo-
JIOAOBOE OcaxapMBaHUE MPOMCXOAUT 3a CUET IPOLECCOB TMAPOJIM3a MOJIUTIMKA-
HOBBIX LIeTIel aMuIa3aMM U pa3pylleHus] caxapo3bl MHBEpTa3aMMu.

Kak yxe oTMmeuanoch, pacraj Kpaxmajaa MOXET OCYLLIECTBISIThCS JUOO
TUAPOJIUTHYECKHU, 100 ¢ochopoauTudecku. [MapoauTUIecKuil myTh KaTaau-
supyercsl a-amunazamMu (AMY, alpha-amylase, EC 3.2.1.1) u B-amunazamu (BAM,
beta-amylase, EC 3.2.1.2). O0a cemeiicTBa 0€JIKOB BKJIIOUAIOT MHOXECTBO M30-
¢opM. B Hacrosiiee BpeMs: B TeHOMe KapTodesisi naeHTUGUIIMPOBaHbl KaK MU-
HUMYM IISITb T€HOB o-aMWia3 M Kak MUHUMyM 10 reHoB B-amunas (3). a-
AMMIa3bl TUAPOJIU3YIOT o-1,4-IJIMKAHOBBIE CBA3U C OOpa30BaHMEM Pa3TUUYHBIX
JIMHEWHBIX M Pa3BeTBICHHBIX MaJbTOOJUIOcaxapuaoB. B KIyOHsX KapTodens
(GYHKUMOHUPYIOT NIBa reHa o-amwiaz — StAmyl u StAmy23. Tlpu 3tom mpu
HU3KOTEMIIEpaTypHOM XpaHEHUM aKTMBHA TOJbKO ammiaza StAmy23 (63). B-
AMMIIa3bl OCYIIECTBIISIIOT TUAPOJIU3 HEPEAYLUPYIOIIEro KOHIIA LieNeil INIMKaHOB,
CBSI3aHHBIX o-1,4-TIIMKO3UIHBIMU CBSI3IMU, C 00pa3oBaHUEM [-MajbTO3bl (64).
IToka3zaHo, 4YTO aKTUBHOCTb B-aMuiia3 y KapTodessl CylIeCTBEHHO BO3pacTaeT B
IepBYyI0 Heaemo xpaHeHus npu +4 °C (65). Dkcnpeccus B-aMmiia3 TakxKe Tec-
HO KOppEeJMpPYeT ¢ HAKOIIEHUEM PEeIyLIMPYIOLIMX caxapoB B KJIYOHSIX KapTode-
JI, XpaHSIIUXCS TIPY TTOJOXUTENBHBIX TeMreparypax 3-5 °C (66), TeM caMbiM
MOATBEpXkKaas 3HAYMMOCTb [-aMWia3 B MPOLIECCEe XOJIOAOBOTO OCaxapuBaHMSI.
CyuTaeTcs, 4YTO Cpeau M3BECTHBIX I'€HOB B-aMuia3 HaUOOJbIINKA YPOBEHDb TpaH-
CKPUITLIVY B KIyOHSIX UMeIoT StBAMI u StBAMY9 (63).

I'unponus caxapo3bl MHBEpTa3aMu C 00Opa30BaHMEM IJIIOKO3bl U (PPYKTO-
3bl (4) TakKe MPUBOAUT K OOpa30BaHUIO PEAYLUPYIOLIMX CaxapoB IpU XpaHe-
HUU KIIyOHeil kapTodens. B HacTosiee BpeMsl OTHO3HAYHO IMOKAa3aHO, YTO OC-
HOBHYIO pPOJIb B XOJOIOBOM OCaxapUBaHUU y KapTodeyas UrpaeT Kucjiaas BaKyo-
ngpHas unBepraza (Pain-1) (beta-fructofuranosidase, EC 3.2.1.26), karanusu-
pyonias HeoOpaTUMBIH rUApoan3 caxaposbl. MHakTuBauus reHa Pain-1 cHuXa-
eT HaKOIUIeHUEe PeayLMPYIOLIUX caXapoB B KJIYOHSIX MpPU HU3KUX TeMIlepaTypax
(22, 67-70). Y kapTodelst 3TOT reH MASHTU(UIINPOBAH, U3y4eHa ero CTpyKTypa
U 9KCIIpeccHus, a TAKKe HailleHbl OAHOHYKIeOoTUuaHbIe 3aMeHbl (SNPs), onpene-
JIsiole aKTUBHOCTL pepmeHTa (71-74).

Y ycToiuuBBIX K XOJOIOBOMY OCaXapMBaHWIO COPTOB KapTodess Habmo-
JaeTCsl HU3Kasl TPAHCKPUIILIMS TeHa BaKyOJSIpPHOM MHBEPTa3bl, HO Y HEKOTOPBIX
JIMHUI OOHapy:KeHa BbICOKas KCIIPECCHST 3TOro reHa M MPU HU3KOM aKTUBHO-
ctu depMmeHTa (69). BeISCHWIOCH, YTO, IOMUMO PEryJIslyuUd paboThl BaKyoOJISIp-
HOIl MHBEPTa3bl HA YPOBHE TPAHCKPUIILIMU, MPOUCXOAUT IMOCTTPAHCISLIMOHHAS
monupukanust 6eaka ¢ ydyacTueM MHruouropoB (75). B sToil cBsizu cruemyer
OTAEJbHO PACcCMOTPETh TPYIIY (PepMEHTOB, KOTOPbIE ONOCPEIOBAHHO BIUSIOT
Ha IIPOLIECC XOJIOAOBOTO OcCaxapMBaHUsI, XOTsS M HE MMEIOT CPOACTBA K IIMKO-
3UIHON CBSI3M M HE B3aMMOJEKMCTBYIOT C caxapaMM W TOJUIIMKaHamu. B oty
IPYIIly cleayeT OTHECTU MHTMOUTOPhl MHBEPTA3 U aMuJjas.

IlocnenoBaTelbHOCTU T'€HOB MHTMOMTOPOB MHBEPTa3 ObLIM OIpeaesie-
Hbl Y pa3IWYHbIX BUIOB pacTeHuil (76). Y KyJIbTUBUPYEMOTO BHIA KapTodeJs
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obHapyxkeHbl aBa uHruouropa — St-Inh (INH1) u Stinvinh2 (INH2), Biug-
IolllMe Ha MHBEPTA3HYI0 aKTUBHOCTh U, CJIEeIOBATeJIbHO, Ha XOJIOJOBOE Ocaxa-
pMBaHue KJIyOHEH, YTO MOATBEPXKIaToCh 3((HEKTOM OT MX OBEPIKCIPECCHUM B
KyOHsax kaptodens (77). Ha ramnouaHbiii TeHOM KapTodens: IPUXOAUTCS T10
ogHoit konuu reHoB INHI u INH2, nokanu3oBaHHBIX Ha 12-ii XxpoMocoMe B
TaHAEMHON OpHUEHTALlMU U TOABEPXKEHHBIX aJbTepHATUBHOMY CIUIACUHIY, a
NPOAYKThl TeHOB MHruoupyooT anomiactHyo (INH1) u Bakyonsipryio (INH?2)
nHBepTasbl (76). IlokazaHo in vitro, 4To OONBIIMI WHTHOMpYIOWNI 3(hdeKT
umeer INH2 (78), uyto moarBep:kaaeTcsl CYILLIECTBEHHO 0oJjiee BHICOKHMM YpPOB-
HeM 3kcrnpeccuu INH2 y yCTOMUMBBIX K XOJIOAOBOMY OCaXapUBaHUIO T€HOTUIIOB
KapTodessi, yeM Yy 4yBCTBUTENbHBIX. KpoMe Toro, coobiaeTcst o6 accouuyamnuu
HEKOTOpPBIX CILIaiic-BapuaHTOB reHa /NH2 u BapuabeIbHOCTU €ro MpOMOTOpP-
HOI 00J1aCTU CO CTEIEHbIO MOIBEPKEHHOCTH KIIyOHeil KapTodess XOJI0d0BOMY
ocaxapusanuio (76, 79).

Hpyroit mpyuMep MOCTTPAHCISLIMOHHON Peryisiuiy TeHOB, YYaCTBYIOLLIMX
B MPOILIECCE XOJIOAOBOTO OcCaxapMBaHMsI, CBI3aH C pabOTO MHITMOMTOpA amMuias.
Y kaprodenss akTUBHOCTb amuiia3 MHTHOupyeT SbAI, reH KOTOpOro BIepBhLIE
ObLI KJIOHUPOBAH Yy Buaa Solanum berthaultii (21). Poct aktuBHocT SbAI mpu-
BOJIUT K MOJABJICHMIO aMuja3 U, CJIeAOBATeJIbHO, K YMEHBIIEHUIO HAKOILICHMS
peayuupylolmmnx caxapoB B KiIyoHsax (21). C ucnonb3oBaHUMEM IUTUOPUIHOM
CHCTEeMBbI MOKa3aHO HajJuyue OesloK-0eNKOBBIX B3auMoaeicTBuil mexay SbAI u
oenkamu StAmy23, StBAM1 u StBAMY (21). [ToaToMy MHrMOUTOp amMmiIa3 CU-
TaeTCsl KJIIOUEBbIM PETYJSITOPOM IPOLECCOB XOJOAOBOIO OcaxapuBaHUs KITyOHeit
KapTodesisi, BbI3BaHHBIX aMUJIa3HOW aKTUBHOCTHIO.

HTtak, MonekynspHble W OMOTEXHOJOTMYECKHME IOAXOAbl (MapKep-oro-
CcpefoBaHHasl CeeKIus, MOJlydeHUe TPaHCTEHHBIX pacTeHUI, TeHOMHOE peaak-
TUPOBAHUE U T.M.) YK€ MO3BOJSIIOT U3MEHSTH XXejJaeMble NMPU3HAKU PACTEHUIA.
OngHako BHE 3aBUCUMOCTM OT HCIIOJIb3YeMOro IMOAXOAa OCHOBOITOJAraloluit
9Tan, ONpene/sIoNIMi YCHEeIIHbIA pe3yJbTaT paboThl, — 3TO IPaBWJIbHBIA BbI-
0op reHa-mulileHW. B HacTosimeM 0030pe M3 OOJBIIOrO ymMcia OelIKOB, y4acT-
BYIOLLIMX B MeTabOJIM3Me YIJIEBOAOB B KIYOHSX KapTodess, BblIeJeHbl KIoue-
Bble (PEpPMEHTBI, KOTOpbIe KaK HAMNpPsIMYIO, TaK M OMOCPEIOBAHHO MOIYT OCY-
LLIECTBJIITh HauboJiee BaXKHbIE ATambl CUHTE3a M pachana Kpaxmana B KIyOHSIX.
OnpeneneH Kpyr KOAUPYIOIIUX 3TU (epMEHTHl F'€HOB-KAHAUIATOB, ayljeJbHble
BapUaHTbl KOTOPBIX MOTYT OBbITh CBSI3aHblI C XO3SHCTBEHHO LIEHHBIMM IPHU3HA-
KaMmu KapTodes. HanpHeiiasg pabota TpeOyeT aHaau3a ajuleJbHbIX BapUAHTOB
9TUX T€HOB-KAaHAWIATOB Y LIMPOKOTO Kpyra COPTOB, JUHUM M 00Opa3lioB AUKO-
pacTyliuX BUAOB KapTodess U BBISIBICHUS acCollMaluil ¢ TpeOyeMbIMM arpo-
HOMUYECKVMMU TpU3HAKaMU. DTO MO3BOJUT MCIIOJb30BaTh MX B KauyecTBE Ie-
HOB-MHUILEHeH IJi1 pa3paboTKU MOJEKYJISIPHBIX MapKepoB M CAalTOB peaaKTUpO-
BaHMS TIPU CEJIEKLIMKA COPTOB C 3aJaHHBIMU TPHU3HAKAMMU.
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Abstract

Potato (Solanum tuberosum L.) is one of the most important crop species in the world.
Its nutritional and industrial qualities depend on starch content in tubers. Starch consists of linear
(amylose) and branched (amylopectin) glucose polymers. Three main goals of modern potato
breeding programs include increment of tuber starch yield, development of potato cultivars with
improved amylose or amylopectin content and prevention of cold-induced sweetening. Nowadays
some molecular and biotechnological approaches to vary plant characteristics have been devel-
oped. Among them the most popular are marker-assisted selection, transgenic technologies, ge-
nome editing. But, regardless of the chosen approach, the fundamental stage of successful work is
the proper choice of the target gene, which in turn requires detailed understanding of the meta-
bolic pathways for the synthesis and degradation of carbohydrates in plant tissues. Starch metabo-
lism includes rather big number of reactions and requires synergetic work of a great number of
enzymes. Moreover, it should be mentioned that in starch formation and degradation participate
not only carbohydrates modifying proteins, but some regulatory proteins that are also involved in
such pathways. Taking into account the previously published review (V.K. Khlestkin et al., 2017),
in which attention is paid to genes that determine the specific physical, chemical and technologi-
cal starch properties, in the present review the emphasis is made on the current understanding of
the starch biosynthesis and degradation processes and the key genes of carbohydrate metabolism
enzymes in potato tubers. In the present review, among proteins involved in plant carbohydrate
metabolism we have chosen those that play the key roles in potato tubers starch formation and
retention. The key proteins are sucrose synthases, starch-phosphorilases, granule-bound starch
synthase, a- and B-amylases, acid vacuolar invertase, as well as invertase and amylase inhibitors.
The main candidate genes that may influence potato agronomical traits are described. The future
work requires analysis of allelic polymorphism of the candidate genes in a wide range of potato
species, cultivars and lines, looking for associations with desired agronomic traits. It will allow us
to use these genes for marker-assisted selection and as target genes for gene editing.
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