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AHHOTaumA. Kpaxman — OCHOBHOWM 3amacHOW YrneBof PacTeHUM M Ba)HbIl MCTOYHMK Kanopumn B pauuoHe
NUTaHWA YesIOBEKA W XKMBOTHbIX, LWIMPOKO MPUMEHAETCA TakkKe ANA psAAa MPOMbILWEHHbIX HyXZ4. HaTuBHbIN
Kpaxman npepacTaBnfeT cobol He pacTBOpMMble B BOAE MONYKPUCTaIMYecKme rpaHynbl, cGOpMMpOBaHHbIe
MOJIEKYNIaMU aMWfO3bl U aMWSIONEKTMHA, KOTOpble ABMAAITCA MPUPOAHLIMU MOAMMEPaMU FOKO3bl. DU3MKO-
XMMUYeCKMe CBONCTBA Kpaxmasia onpeaenaioTca COOTHOLIEHEM aMUITO3bl 1 aMUIIONEKTUHA B rpaHysie, CTerneHbio
nx nonumepwusaunm n pochopunmposarms. OfHO M3 OCHOBHbIX PACTEHMN-NPOAYLIEHTOB KpaxmMana — Kaptodernb
Solanum tuberosum L. PacTywune noTpebHOCTU pbiHKa AUKTYIOT HEOOXOANMOCTb NOJTyUYEHWA COPTOB C MOBbILLEHHbBIM
cofepKaHnem v 3alaHHbIMIN CBOMCTBAMU KpaxmMasa, He0OX0AMMbIM YCIIOBUEM YETO ABIAETCA NOsyUYeHve 4eTanbHON
nHdopmaLMn o npoLecce ero Metabonusma B opraHusmMe pacteHu. Mpouecc meTabonmama Kpaxmana CloXeH v
npencTaBnsaeT coboi cornacoBaHHy PaboTy MHOXeCTBa GpepMEHTOB, TPAHCMOPTHBIX U HaNpPaBAAOLWMUX GENKOB,
TPaHCKPUMLNOHHBIX U APYTUX PErynaTopHbiX GakTopoB. Mo NprHUMNY BbINOAHAEMON 61ONornyeckon GyHKLnm
Kpaxman AenuTcA Ha ABa Tuna: TPaH3UTOPHDIN, KOTOPbIN CUHTE3MPYETCA B XJIOpOmnacTax GOTOCMHTE3MPYIOLLNX
OpraHoB 1 pacnafaeTca npu OTCYTCTBUM OCBelleHMnsA, obecneunBas KNeTKy YrieBoAamu; U 3amnacHOM, KOTOPbIN
CUHTE3MPYeTCA 1 XPaHUTCA B aMUIION1acTax 3arnacaroLimx OpraHoB (3epeH, Kiny6Hel). OCHOBHble pepMeHTaTBHbIe
peakuun GnocrHTesa 1 Aerpagaunmn Kpaxmana, a Takke TpaHcrnopTa 1 Metabonunsma yrineBoAoB XOPOLUO M3yYeHbl
Ha TPaH3UTOPHOM Kpaxmase mogenbHoro oobekTa Arabidopsis thaliana; 06 ocobeHHOCTAX MeTabonm3ma Kpaxmana
B 3aMacatoLmx opraHax, B YaCTHOCTW KnyOHAX KapTodens, M3BeCTHO HeCKONbKO MeHblLue. Mpu 3TOM pAa BONpPOCoB
OCTaeTCsA OTKPbITbIM: HEeOCTaTOYHO M3yyeHbl yyacTue pasvyHbiX M30PpopM (EepMEHTOB W BAUAHME HA HUX
perynatopHbix GpakTopoB B 3aBUCMMOCTM OT TKaHW U CTaAWMMN Pa3BUTUA PaCcTeHUA, @ TakKe YCNOBUIM BHELUHeN
cpepbl; peanu3auusa  anbTepPHATUBHBIX NyTel (GepMEeHTaTMBHbIX MPEBPALLEHUI; Y4yacTVe HanpasnAwwWwyx |
TPaHCNOpPTHbIX 6enkoB. B gaHHOM 0630pe paccMoOTpeHbl KioueBble $pepMeHTaTVBHblE peakuun YrieBOfHOro
ob6meHa, BUOCUHTE3a 1 Aerpajauumn TPAaH3UTOPHOTO 1 3aMacHOro Kpaxmana, oblime ana pacTeHuin, U OTMeYEHbI
0CO6EHHOCTU, XapaKTepHble AnA KapTodens; yaeneHo BHUMaHNE N3BECTHbIM PerynaTopHbiM dakTopam, BAALWAM
Ha MeTabonn3m Kpaxmarsna.
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Abstract. Starch is a major storage carbohydrate in plants. It is an important source of calories in the human and
animal diet. Also, it is widely used in various industries. Native starch consists of water-insoluble semicrystalline
granules formed by natural glucose polymers amylose and amylopectin. The physicochemical properties of
starch are determined by the amylose:amylopectin ratio in the granule and degrees of their polymerization and
phosphorylation. Potato Solanum tuberosum L. is one of the main starch-producing crops. Growing industrial needs
necessitate the breeding of plant varieties with increased starch content and specified starch properties. This task
demands detailed information on starch metabolism in the producing plant. It is a complex process, requiring the
orchestrated work of many enzymes, transporter and targeting proteins, transcription factors, and other regulators.
Two types of starch are recognized with regard to their biological functions. Transitory starch is synthesized in
chloroplasts of photosynthetic organs and degraded in the absence of light, providing carbohydrates for cell
needs. Storage starch is synthesized and stored in amyloplasts of storage organs: grains and tubers. The main
enzymatic reactions of starch biosynthesis and degradation, as well as carbohydrate transport and metabolism, are
well known in the case of transitory starch of the model plant Arabidopsis thaliana. Less is known about features
of starch metabolism in storage organs, in particular, potato tubers. Several issues remain obscure: the roles of
enzyme isoforms and different regulatory factors in tissues at various plant developmental stages and under
different environmental conditions; alternative enzymatic processes; targeting and transport proteins. In this
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review, the key enzymatic reactions of plant carbohydrate metabolism, transitory and storage starch biosynthesis,
and starch degradation are discussed, and features specific for potato are outlined. Attention is also paid to the

known regulatory factors affecting starch metabolism.
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BBepeHune

Kpaxman — ocHOBHOM 3amacHOH yINIEBOJ PACTEHUI, COCTaBIIs-
foruii 10 85 % Ccyxoro Beca MX CheI0OHBIX YaCTEH, TAKHX KaK
3epHa 3IaKOBEIX (KyKypy3a Zea mays L., puc Oryza sativa L.,
nireHuna Triticum ssp., tamenb Hordeum vulgare L.), kiyOHU
kaprodenst Solanum tuberosum L., KOpHENI0Abl (MAaHHUOK
Manihot esculenta Crantz, 6arat [pomoea batatas (L.) Lam.,
samc Dioscorea alata L.), crednu carooii nansmsl Metroxylon
sagu Rottb., mions! oBoimHeIx 6anaHoB Musa spp. (Zeeman et
al., 2010; Santana, Meireles, 2014). Kpaxman obecnieurBaet
3HAUUTENEHYIO YacTh KaJIOPHH B pallMOHE TUTAHUS YeJIOBEKa
1 JXKUBOTHBIX, a TaAKXKE ABJACTCA NPHUPOAHBIM BO300HOBIIsIE-
MBIM U OMOpa3/1araéMbIM CHIPhEM, KOTOPOE ITHPOKO HCIIOJIb-
3yeTCsl B HEMUILEBOM POMBIIIIEHHOCTH ISl IPONU3BOJICTBA
TKaHel, Oymaru, JIEKapCTB M MJIACTHKOB.

ITo cBoel XMMHUYECKOH CTPYKTYpE Kpaxmall 3TO CMECh IIPU-
POZHBIX MTOJIMMEPOB INTIOKO3bI — AMHJIO3bI ¥ AMHJIONICKTHHA,
KOTOpBIE (POPMHUPYIOT HE PACTBOPHMBIE B BOJIE TTOJIYKPHCTAII-
JIMYECKHE TPaHyIIbl. AMHIIONIEKTHH IPEACTABIISIET COO0H CHIIb-
HOPa3BETBIICHHBIC MOJICKYJIbI [JIMKAHOB, JINHEHHbIC YYaCTKH
KOTOPBIX C(hOPMHUPOBAHBI 32 CUCT 0~ | ,4-TITHKO3UTHBIX, @ TOYKU
BETBJIECHHS LIeTeN — 0-1,6-TTIMKO3UIHBIX CBSI3ei. AMMIO3a —
MPaKTHYECKH JIMHEHHBIH MOJIMMep, ¢ HEOONbIINM KoJIn4e-
CTBOM Pa3BETBICHUNA. MOJIEKyIbl aMUIIONIEKTHHA, HA KOTOPbII
npuxoauTcs okoio 75-80 % maccel kpaxmana, GOpMHUPYIOT
CTPYKTYPHBIH KapKac IPpaHyIIbl, COCTOSIIN U3 TIOBTOPSIFOIINX-
cst aMOP(HBIX U MOJTYKPUCTAIUTUUECKHUX JIaMeI1. MOJIeKyIIbl
AMMIIO3BI PACIIPE/ICNICHBI B OITYKPHCTAJUINUECKOM MaTPHKCE,
c(opMHPOBAaHHOM aMMIIONEKTHHOM (Zeeman et al., 2010;
Tetlow, Bertoft, 2020).

CooTHOIIEHNE aMUIIO3bl U aMIJIOTIEKTHHA OTPEAEIseT
CBOMCTBa Kpaxmasia, HEOOXOIMMBIE ISl KOHKPETHBIX HYXI
IMPOMBIIIIJIICHHOCTHU: JUCTHYCCKUC, (I)I/ISI/IKO-XI/IMI/I‘IGCKI/IG u
(yHKIIMOHANBHBIE. B cocTaBe MPOAYKTOB MUTAHUS Kpaxmai
pas3zensioT Ha TIIMKEMHYECKUH M PEe3UCTEHTHBIA. AMUIIO-
IIEKTUH 6I)ICTpO NEpEBApUBACTCA B TOHKOM KHIICYHHUKE U
MPUIACT KpaxMally INIMKEMUYECKUEe CBOWCTBA. YBEIMUYCHHUE
COZIEpKaHUs aMIJIO3bI, HAIIPOTHUB, PUIACT KpaxMay CBOMU-
ctBa peaucrentHoro (Li et al., 2008). Pe3ucreHTHbII kpaxma
YCTOMYMB K JEHCTBUIO aMMJIa3 B TOHKOM KUIIEUHUKE. B TOI-
CTOM KHIIIEYHHKE OH BBIMIOJHSET POJIb CyOCTpaTa Jjist paciier-
JICHUS] MUKPOOPTaHU3MaMH, B PE3yJIbTaTe 4ero o0pasyrrcs
KOPOTKOIIETIOUEYHBIE KUPHBIE KUCIIOTBI, KOTOPBIE OKa3bIBAIOT
MECTHBIN POTHBOOITYXOJICBBIH M IPOTHBOBOCHAIUTEIBHBII
addekr (Birt et al., 2013). [Ipu ucronbp3oBaHHH KpaxMajoB
YUHUTBIBAIOT TAKKE UX (PU3NKO-XMUMHUUECKHE (PKETaTHHU3ALUS
U peTporpajaanys) U GpyHKIMOHAIBHBIE CBOWCTBA (Ha0yxaHMHe,
CIOCOOHOCTH K 00pa30BaHUIO KieiicTepa M €ro BA3KOCTH).
JlaHHBIE CBOWCTBA OMPEEISIIOTCS TCHETHYECKH IeTCPMUHHI-
POBaHHBIMH TIPU3HAKAMH: pa3MepoM U Mopdororueit kpax-
MaJIbHBIX I'PpaHyJl, COOTHOIICHHUEM aMHUJIO3bl 1 aMUJIOIICKTUHA,
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CTEIEHBIO Pa3BEeTBICHHUS U ypOoBHEM (ochoprinpoBaHus
Monexyn rmkaHoB (Visser et al., 1991; Schwall et al., 2000;
Hofvander et al., 2004; Xnectkun u ap., 2017).

Kaprodens Solanum tuberosum L. siBsieTcst 4€TBEPTHIM I10
3HAUMMOCTH TIPOIyLIEHTOM Kpaxmasa B MUpe (11ocie KyKypy-
3bI, MAHWOKA M NIIEHUIB). [Ipy 5TOM KapTodenbHbIi Kpaxman
oOnagaer psAaaoM (pyHKIIMOHAIBHO BaXKHBIX XapaKTCPUCTHUK,
OTJIMYHBIX OT KPaXMaJjoB 3J1aKOBBIX. TaK, aMII03a U aMHJIO-
MEeKTUH KapTo(enbHOro KpaxMasa UMEIOT 0ojee BBICOKYIO
CTEIEeHb MOTUMEPU3aLUH U POochHOpUITHPOBAHHSL, YTO JIETAET
€ro KOMMEPUECKH BBITOTHBIM JUIsl TPOU3BOCTBA OMOILIACTH-
xoB (Hofvander et al., 2004; Reyniers et al., 2020). B cBs13u ¢
YBEJIMYMBAIOLIMMHUCS HY>K/IaMH IPOMBIIIUICHHOCTH HaOJTro1a-
€TCsI yCTOHUMBBIN POCT MHPOBOTO IMTPOU3BOJICTBA KapTO(heTb-
Horo kpaxmaina: B 2018 r. mpousBonacTBo coctaBuio 3.7, a B
2020 . — 3.9 mutn touH (https://www.researchandmarkets.
com/reports/5330932/potato-starch-market-global-industry-
trends). [TomyyeHne HaTUBHBIX KpaxMalloB C 3a/JlaHHBIMHU
CBOMCTBaMH, a TAK)Ke YBEIIMUSHHE 00IIEro KOJIMYeCTBa Kpax-
Maja, IPOAyIHUPYEMOTO PACTEHUEM, CUMTAIOTCS aKTyaIbHBIMH
3a71a4aMHy B CEJIEKIIUH KapTOoQeIs.

KitoueBble (epMeHTHl OMOCHHTE3a KpaxMmana (cM. Tad-
JUIly) W KOJUPYIOUINE WX TE€HBI XOPOILIO M3y4YECHBI KaK Ha
MOJEIBHBIX 00beKTax (Arabidopsis thaliana L.), Tak n'y
CEJIbCKOXO3SHUCTBEHHBIX KYJIBTYp, B TOM 4HCJE KapTodess
(Streb, Zeeman, 2012; Van Harsselaar et al., 2017; Crnyruna,
Koumnesa, 2018).

[pouecc dnocrHTE3a Kpaxmasa IpeacTaBisieT Co0ol peak-
MO TTOJIMMEPU3alii, B KOTOPOH B KauecTBe cyOcTpara mc-
MOJTE30BaHbl MOJIEKYIbI AJ[D-TIITIOKO3bI M KOTOpasi KaTau-
supyetcst pepmenTamu kpaxmaicuaTazamu GBSS (granule
bound starch synthase) u SS (soluble starch synthase), a
takke KpaxmanserBinmMu SBE (starch branching enzyme)
u nesersiumu pepmentamu DBE (debranching enzyme).

Metabomu3M Kpaxmaria sBISIETCS 9aCThIO O0IIETo yIIIeBOI-
HOTO 0OMEHa M MIPaeT BAKHYIO POJIb B (DYHKIIHOHHPOBAHUH
OpraHu3Ma pacTeHUsI: BIUSIET Ha IPOLIECCHI POCTA U pa3BUTHS,
Y4acTBYET B OTBETE Ha CTpeccoBble (akTopbl. DEPMEHTHI U
KOJIMPYIOIINE NX TeHBI, CBSI3aHHBIE C META0O0JIM3MOM Kpaxmasia
W yIJIEBOJHBIM OOMEHOM PacTEeHHH, aKTHBHO U3YYaJIUCh Ha
MPOTSKEHUN MOCIEAHNX TPeX NECATHICTHH; CyIIECTBYET
6obIION 00BEM JAHHBIX IO JIOKAJIHW3AlMK 3THUX T'CHOB B
reHOMax pacTeHUil W HMX 3Kcrpeccuu. Tak, y kapTodens
S. tuberosum 75 TeHOB KapTHPOBaHBI Ha pe(ePEHCHBIA TCHOM
W M3yYeH CIIEKTP SKCIpeccu 64 reHOB B JIUCThSIX M KIIyO-
usax (Van Harsselaar et al., 2017; Ciayruna, Kouunesa, 2018).
IlokazaHo, 4TO B T€HOMax COBPEMEHHBIX PACTEHUI I'€HbI
MeTaboI3Ma Kpaxmasa B TCUSHHE SBOTIONH HEOTHOKPATHO
MO/IBEPraliiCh NYIUTUKALUSAM U 00pa30BaHUIO 1apajloroB 3a
cdet cy0- u HeopyHKInoHaIM3anuu. [lapasornyaeie TeHBI,
KOTOPBIE KOAMPYIOT Pa3iIuuHble M30(opMbI (PepMEHTOB,
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(DepMeHTbI, nprHUMaLlne yyactme B meTabonumsme Kpaxmana

QepmeHT Homep EC MN3odpopmbl DOyHKUMA bepmeHTa

MeTab0s13Mm yrnesofos

Caxapo3ocuHTasa EC:2.4.1.13 SuSy1, SuSy2, SuSy3, SuSy4, O6paTtMoe pacLiensieHre caxapo3bl 4o GPYKTO3bl
SuSy5, SuSy6, SuSy7 1 YOO-rnoko3bl (Stein, Granot, 2019)
YAO-rniokosonnpodocpopunasa  EC:2.7.7.9 UGPase1, UGPase2 O6paTumoe npespatieHmne YOD-rnoKko3bl U nupodoc-
¢daTa B rnoko3o-1-dpocdat n YOO (Kleczkowski et al.,
2010)
®ocdornokonsomepasa EC:5.3.1.9 PGlI, PGl-like1, PGl-like2 O6paTtumoe npespalleHne ppyKkTo30-6-pocdata
B rNioKo30-6-pocdart (Yu et al., 2000)
®ocdornokomyTasa EC:5.4.2.2 PGM1, PGM2.1, PGM2.2 Ob6paTtumoe npeBpaLLeHue roKo3o-6-gpocdata
B rnoko3o-1-pocdart (Yu et al., 2000)
AL®-rnoko3o-nupodochopunasza. EC:2.7.7.27 AGPL1, AGPL2, AGPL3 O6patumbii cnuHTe3 AA®-rnioko3bl 1 nupodocdata 13
BONMBLUAA N MANAA CYODEAMHUILIDI  +oevsesesesiettitiehiis sttt rnioko3o-1-pocdata n ATO (Geigenberger et al., 1999)

LenouyHas nupodocdarasza EC:3.6.1.1 PPase, PPase-like PacuwenneHune nupodocdata fo optodocdata
(George et al., 2010)

CurHTe3 rpaHysibl Kpaxmana

[paHynocsA3aHHaA Kpaxman- EC:2.4.1.242 GBSS1 CrHTe3 MoneKyn ammnosbl 3a cyeT opMmnpoBaHUA
CUHTa3a a-1,4-rnrko3uaHbix cessen (Pfister, Zeeman, 2016)
PacTBOpUMbIE KpaxmancuHTasbl EC:2.4.1.21 SS1,5S52,SS3, 554,555,556 SS1,SS2, SS3 - cnHTe3 moneKyn amunoneKkT1Ha 3a

cyet bopmupoBaHus a-1,4-rmmKo3naHbIX CBA3EN
(Pfister, Zeeman, 2016).

SS4, SS5 — nHnymauma obpasosaHua rpaHyn (Helle
etal, 2018, Tetlow, Bertoft, 2020).

SS6 — 6enoK CBA3aH C rpaHynamu Kpaxmasna

B KNyOHsAX KapTodens, yHKLMA Hen3BeCcTHa
(Helle et al.,, 2018)

KpaxmanseTssiyne pepmeHTbl EC:2.4.1.18 SBE1.1,SBE1.2,SBE2,SBE3  SBE2, SBE3 - BeTBNeH1e MOSIeKyN aM1103bl M aMAO-
neKTMHa 3a cyeT popMUpPoBaHUA a-1,6-TINKO3ULHbBIX
csaseli (Tetlow, Bertoft, 2020).
OyHkuma SBET HemssecTHa (Van Harsselaar et al.,, 2017)

lleseTBALMe depMeHTbI (1—>6) EC:3.2.1.68 ISA1.1,1SA1.2,I1SA2, ISA3 Tnaponus a-1,6-rMMKo3nAHbIX CBA3E aMUIONeKTy-
glucan hydrolase starch- Ha. ISA1 1 ISA2 yuacTByIOT B CMHTE3€ aMUSIONEKTUHA,
debranching enzyme (DBE). BVAT Ha GOPMUPOBAHUNE €O NMONYKPUCTANNINYECKON
M3o0amunasa cTpyKTYpbl (Hennen-Bierwagen et al., 2012).

Komnnekc ISA1/ISA2 yyacTtByeT B perynauuu obpasosa-
HMA KpaxManbHOW rpaHynbl (Bustos et al., 2004).

ISA3 yyacTByeT B flerpagaumm Kpaxmana (Streb,
Zeeman, 2012; Pfister, Zeeman, 2016)

[erpagaums Kpaxmana

a-rnvkan-H,0-AnKnHaza EC:2.7.9.4 GWD MocdopunmposaHue rmkKaHos B nosuumm C6
(Ritte et al., 2006)
®ocdornukan-H,0-ankuHaza EC:2.7.9.5 PWD ®ochopunrposaHme rmmnkaHos B nosuuymun C3
(Ritte et al., 2006)
®ocornnkaHpocdartasa EC:3.1.3.48 LSF1, LSF2 NedocdopunmposaHue runkaHos, SEX4 pepocdhopunu-
SEX4, SEX4-like pyeT C3- n C6-no3myuio rMnKo3maHbIX octaTkos, LSF2 —

C3-nosuyuio (Hejazi et al., 2010; Santelia et al., 2011)

a-amunasa EC:3.2.1.1 AMY1.1, AMY1.2, AMY2 AMY3 - rugponus a-1,4-rmnmKo3ngHbIX CBA3EN aMnio3bl
(AMY23), AMY3, AMY3-like 1 amunonekTtuHa (Yu et al., 2005).
AMY2 (AMY23) MOXeT NpUHMMAaTb y4YacTre B XONOA0-
BOM OCaxapuBaHum Kpaxmana (Hou et al.,, 2017)
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OepmeHT Homep EC M3odpopmbl

-amunasa EC:3.2.1.2

BAM9

DyHKUMA depmeHTa

BAM1, BAM2, BAM3.1,
BAM3.2, BAM4, BAM6.1,
BAM®6.2, BAM6.3, BAM7,

BAM1 n BAM3 - pacwenneHnue a-1,4-rmnko3ngHbIx
cBA3el amnno3bl U amunonekTHa, obpasoBaHmne
ManbTo3bl (Fulton et al., 2008).

BAM1, BAM9 moryT nprH/MaTh yyacTuie B XONo40BOM
ocaxapviBaHun Kpaxmana (Hou et al., 2017)

a-rnmkaHdocdpopunasa EC:2.4.1.1 PHO1a, PHO1b, PHO2a,
PHO2b
4-a-rnnkKaHoTpaHcdepasa EC:2.4.1.25 DPE1, DPE2

JEMOHCTPHUPYIOT CHEUU(PUYHBINA AJsl TKAHU W/WIH CTaIduH
pa3BuTHs Xapakrep skcnpeccuu (Van Harsselaar et al., 2017,
Qu et al,, 2018; Lopez-Gonzalez et al., 2019). Ha ypoBens
IKCIPECCUH TEHOB MeTaboIM3Ma KpaxMaia BIUSIOT Pa3iny-
Hble (PaKTOPBI: LUPKAJIHBIE PUTMBI, (POTONEPHOJ, YPOBEHb
(UTOrOPMOHOB M CaxapoB; a TAK)XKe CTPECCOBBIE YCIOBHS
(Bo3neiicTBHe 3acyxu, HU3KKX TeMneparyp) (Lopez-Gonzalez
etal.,2019). HecMoTpst Ha TO 4TO OCHOBHBIE (DepPMEHTATHBHbIE
peakuu OMOCHHTE3a M Jerpajalliy Kpaxmaia JI0CTaTOqHO
XOPOIIO HM3YyYEHBI, OCTACTCS MHOTO HESICHBIX MOMEHTOB,
KacarolMXCsl pealn3alui ajJbTePHATUBHBIX NyTel (ep-
MEHTATHBHBIX IPEBPAICHNI U MX JIOKAJIH3aLHN B KIIETKE,
a TaK)Ke CTENEHH y4acTHs pa3HbIX U30(opM (epMEeHTOB
B MeTaboJIM3Me Kpaxmaiia B pa3HbIX OpraHax 1 Ha pa3HbIX CTa-
IHSIX Pa3BUTHS M BIMSHUS HA HAX PETYIATOPHBIX (paKTOPOB.

K HacrosmeMy BpeMEHH ONpejaeeHbl GYHKLIUHU psja
OenkoB MeTaboM3Ma Kpaxmaia y kaprodesst (cM. Tabmuiry).
BonpmmHCTBO (hepMEHTOB TIpeicTaBIeHb! H30(popMamH ¢ Ya-
CTUYHO nepekpbiBatommmucs pyHkuusmu (Van Harsselaar et
al., 2017). Baxxnyto posb B iporiecce MeTadosin3Ma Kpaxmaia
UTPAIOT OETKU-TPAHCIOKATOPhI, HEOOXOUMBIE I TpPaHC-
NopTa METabOIUTOB Yepe3 MeMOpaHy IITACTHT, KOTOPBIC TOXKE
MMpeaACTaBJIICHBI pa3JIMYHbIMU H30(1)OpMaMI/l: aI[eHHHaTHbIﬁ
tparciokarop (NTT1 u NTT2) (Tjaden et al., 2001), rro-
kozorpancrioprep pGleT1 (Cho et al., 2011), Tpanciaokarop
D0K030-6-¢pocdara (n3odopmsr GPT1.1, GPT1.2, GPT2.1,
GPT2.2) (Kammerer et al., 1998), manpro30TpancmopTep
MEXI1 (Cho etal., 2011) u Tpro3odocdaruslii TpaHcIOKaTOp
(TPT, TPT-like) (Fligge et al., 1989).

[Tyrem oTGoOpa pacTeHwii, HECYIIUX OTPEIeTICHHBIC aJUIeIThb-
HbIC BAPUAHTBI FTCHOB OMOCHHTE3a Kpaxmalia, BO3MOKHO MOJTy-
YUTb JIMHHUHN paCTeHI/Iﬁ C UBMCHCHHBIM COOTHOIICHWEM aMUJIO-
3bI ¥ aMHJIOTIEKTHHA. Takue IMHUK CyLIEeCTBYIOT, HAlIPUMep, Y
KyKypy3bl Z. mays. Mytauust amylose extender (ae™) cBi3ana
C yTPaToil KaTaJIMTUYECKOW aKTUBHOCTH KPaxMaJIBETBALLETO
tdepmenta SBEIIb. Kpaxman pactennit KyKypy3sl ¢ ae” ¢e-
HOTHUIIOM MMEET MOBBIIICHHOE COACPKAHHE aMHIIO3bl H
Oosee [IMHHBIC LNy amuionekTuHa (Stinard et al., 1993).
DeHOoTHIL, IPH KOTOPOM B Kpaxmalie y KyKypy3bl IPaKTHIECKH
MOJTHOCTBIO OTCYTCTBYET aMUJI03a, B CBS3H C YEM DHAOCIICPM
3epHa UMeET KJIHKYI0 TeKCTYypY, Ha3bIBaeTCs wax) (BOCKOBAsT)
1 00yCJIOBJIEH MyTalMeH B TeHE IPaHyJI0CBI3aHHOM KpaxMmall-
cunrassl GBSSI (Hossain et al., 2019).
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O6pa3zoBaHue rMoko3o-1-pocdata 3a cueT pacuienne-
HV ManbTOONMIOCaxapuaoB, yUacTBYeT TaKkxKe
B poCTe rpaHynbl Kpaxmana (Pfister, Zeeman, 2016)

PacuienneHvie ManbTOONMIrocaxapyaos [0 roKO3bl
(Critchley et al., 2001), yyacTByeT B MHULMaLUn
o6pasoBaHus rpanynbl (Tetlow, Bertoft, 2020)

B T0 3xe Bpemsi osrydeHre CopToB KapToQers ¢ 3aJaHHBIMU
CBOMCTBaMM KpaxMaJla C TIOMOILbIO CEJIEKIIMU 3aTPYJHEHO
M3-3a €T0 aBTOTETPAILIONTHOTO TeHOMa. ETMHCTBEHHBIH KyIlb-
THUBHPYEMBIi copT Oe3amuiiozHoro kaproders Eliane BeiBeieH
C TIOMOIIIBIO TEXHOJIOTHH MyTalMoHHOH ceneximu (Muth et
al., 2008). ITpu 3TOM MeToJaMH TEHETHYECKON HMHKXCHEPHU
Y TEHOMHOTO PEJIaKTHPOBAHMS, HANPaBICHHBIMU HAa MOJIH-
(uKalMIo KIIOYEBBIX T'€HOB OMOCHHTE3a Kpaxmaia, ObLIH
YCIIEUTHO CO3/IaHBl paCTEeHHS KapTO(hems C 0)KUIaeMbIMH (e-
HOTHIIAMHU: 6€3aMHIIO3HBIN KpaxMall (HOKAyT ¥ HOKJIayH reHa
GBSS1), xpaxmai ¢ MOBBIIIEHHBIM COJIEP’KaHUEM aMHIIO3bI
(omHOBpeMeHHBIN HOKIayH reHoB SBE [ 1 SBE2) u kpaxmai ¢
M3MEHECHHBIMU CBOMCTBAMH aMIJIOTICKTHHA (peJaKTHPOBaHUE
renoB SBE w/wnu SBE2) (Visser et al., 1991; Schwall et al.,
2000; Hofvander et al., 2004; Andersson et al., 2006, 2017;
Tuncel et al., 2019).

B psize ciryyaeB oka3anaoch, UTO PACTEHHS C 0XKHIAEMbIM
(heHOTHUTIOM 00JIaJATTH TAKIKE HELIEJIEBBIMY PH3HAKAMMU: Ha-
MpUMep, IPU aHTHCEHC-CYTIPECCHUH I'EeHOB KPaxXMaJIBETBSIIINX
(epmentoB SBE] u SBE2 yBennueHne KOHIIEHTPAIUU aMH-
JI03BI COTIPOBOXKIANIOCH CHIPKEHHEM KOJIMYECTBA KpaxMasia u
(hopMupoBaHNEM MEJIKHX TPaHyJ Ipu OoJIbIIei Macce KiryO-
ueit (Hofvander et al., 2004). Bunumo, BHeCeHHE H3MEHCHHI
B OT/ICJIbHBIC 3BE€HbS META0O0II3Ma KpaxmMasia MOXKeT BIHATH
Ha OOUIMH yIIICBOAHBIH OOMEH pacTeHus. ACCOIMATHBHOE
MCCJIEZIOBAHUE TO3BOJIMIIO BBISIBUTH T'€HETHUECKHE JIOKYCHI,
CBsI3aHHBIE C IPU3HAKAMH COZIEPKAHUS KpaxMasa B KITyOHAX
KapTrodens u ypoxaifHocTn (Macca KiyOHeil), pu 3ToM
(yHKIMS MHOTUX OOHApY>KEHHBIX I'€HOB ObliIa HEU3BECTHA
nu60 OTHOCHIIACh K CUTHAJNBHOW, TPAHCKPUIIIIHOHHON U
MOCTTPAHCKPUIIIMOHHOMN peryisaiuH (Schonhals et al., 2017).
WHuTepecHo, uTO HEeKOTOphIe U3 HaiieHHbIX SNP BiIusioT Ha
MPU3HAKH yPOXKAHHOCTH M COAEPKaHUS Kpaxmaa B KITyOHsX
kak aHTaroHucTsl (Schonhals et al., 2017). Takum ob6pazom,
M3y4eHUe IyTel peryisiiuyu reHOB MeTabo3Ma Kpaxmara
aKTyaJIbHO JUISl YIyYIIEHUS] KauecTBa M ypOXKaHOCTH Kap-
Tocens.

YrneBogHbIi 06MeH y pacTeHUn KapTodens

[To mpuHIUNY BHIMOJTHAEMOW OMOIOTHYECKON (QYHKIIUU
KpaxmaJl IeJIMTCsI Ha J1Ba TUIIA — TPAH3UTOPHBIM U 3aI1aCHOM.
TpaH3UTOPHBIN KpaxMall CHHTE3UPYETCSl U HAKaIlJIMBACTCs
B XJIoporiacTax ()OTOCHHTE3UPYIONINX TKAaHEH (JIHCTHEB)
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B TEYECHHE CBETOBOI'O JHSA, @ B OTCYTCTBHE OCBELICHHS Pac-
ajiaeTcsi, YT00bl 00ECHEYNTh KJIETKY ITUTATEeIbHBIMH BEllle-
CTBaMU. 3aracHOW KpaxmaJjl CHHTE3UPYETCsl B AMUIIOILIACTaX
(HeoTOCHHTE3NPYIOMHNX IJIACTHAAX ) 3aIIACAIOIINX OPTAaHOB
(Harrpumep, KIIyOHEH KapTo(elis) M XpaHUTCS B HUX B TSUCHHE
JJINTEJILHOI'O BPpEMEHU, qTOOBI BIIOCJICACTBUU OBITH HUCIIOJIb-
30BaHHBIM IS TOATOTOBKH K IIPOPACTAHUIO ITOOETOB (Zeeman
et al., 2010; Streb, Zeeman, 2012).

[TpuHUMNIMaNbHOE pa3IMuKe YIJIEBOJAHOr0 OOMEeHa B
KJIETKAX JIMCTHEB M 3aITacalOIUX OPraHOB 3aKJIF0YaeTCs B HC-
TouyHUKe yrieBooB u AT®, HeoOXonuMBbIX 1i1st OMOCHHTE3a
KpaxMajia U OCYLIECTBICHHS (PEPMEHTATHBHBIX PEaKIIHii:
B JIMCTHSX JAHHBIE BEIECTBA MOTYT 0Opa30BBIBATHCS He-
MOCPEICTBEHHO B KIJIETKAX, B KOTOPBIX IPOUCXOIUT CHHTE3
TPAaH3UTOPHOTO KpaxMaiia, a B 3aracaroline Opralbl OHHU I10-
NajgaoT 3a CYeT MMIOPTa 13 (POTOCHHTEIUPYIOLIHX.

B pesynbrare peaknuu (OTOCHHTE3a B XJIOpOIJIacTax
oopazyercs AT® u ocymectrisercs unki Kanpeuna—ben-
COHA, TIPX KOTOPOM TPOHMCXOIUT (PHUKCAIUS aTMOC(HEPHOTO
YIJIEKUCIIOTO ra3za ¢ oOpa3oBaHHEeM TpHo3odochaTa Kak
OJTHOTO M3 MPOMEXYTOUHBIX MpoAyKToB (Streb, Zeeman,
2012). Yactp Momnexyn Tpuo3odocdara ocTaeTcs B CTPOME
XJIOPOIIACTa U MCHOJIB3YeTCs B KAYEeCTBE MCTOYHHKA YIJle-
BOJIOB JUIsi OMOCHHTE3a TPaH3UTOPHOIO Kpaxmaja, Jpyras
YacTh TPAHCIIOPTHPYETCS B LUTO30Jb C MOMOIIBIO TPHO30-
¢docharnoro Tpancinokaropa (TPT) (Fliigge et al., 1989).
B xuoporiacre Tpruo3odocdar nocie mociaea0BareibHOCTH
(hepMEeHTAaTHBHBIX PEaKIUil MMpeBpamaeTcs B TITIOK030-1-
¢docoar (G1P), uz xoroporo ¢ momomisro AJJd-rmoko30-
nimpodocdopuinassl (AGPase) cuntesupyercs AJld-riroko3a,
OCHOBHOM CyOCTpar 1t OMoCHHTe3a KpaxMaiia (CM. PUCYHOK).

B cBoro ouepens Moinekynsl Tpuozodocdara, SKCIOPTH-
POBaHHBIE B IIUTO30]Ib, IPEBPAIIAIOTCS B Caxapo3sy, KOTopasi
3aTeM 110 (II03ME M aroIIacTy JOCTABISCTCS B 3aIlacalomine
oprassl (KIfyOHM), T/Ie CIY>)KUT UCTOYHUKOM YIJICBOJIOB IS
CHHTE3a 3aMlaCHOTr0 Kpaxmasa. BHYTpb KJIETOK 3amnacarommx
OpraHOB caxapo3a IoMNagaeT ¢ HOMOLIBIO OeTKOB-Caxapo30-
TPaHCIIOPTEPOB JIN00, OyTydr THAPOIM30BaHHON HHBEPTA30H
JI0 TIIFOKO3bI U (DPYKTO3bI, Uepe3 rekcozorpancrnopreps (Ruan,
2014). B nuTomna3Me KIeToK KITyOHs caxapo3a pacieruisieTcs
JIByMSI QJIbTEPHAaTUBHBIMU ITyTSMHU: CaXapoJIMTHUYECKHUM, C
UCIIONb30BaHKeM (pepMeHTa caxapo30CHHTa3bl SuSy, WK
THIIPOJIMTUUECKUM, KaTaJIM3UpyeMbIM HHBEpTa3oi Inv. Inv He-
00paTHMO paclIeIuIsieT caxapo3y JI0 IIIOKO3bl U (PPYKTO3HI,
a SuSy karanusupyer o0paTHMYI0 PEaKIHI0 PACIICIICHHUS
Ha ¢pykTo3y u Y®D-mmoko3y (Stein, Granot, 2019). IIpe-
00J1a/1at0IHi Ty Th pacIeIUICH s Caxapo3bl 3aBUCHUT OT CTa-
JIMM pa3BUTHs KiIyOHsi. B Hauane pocrta, Korja nmpouCcXoauT
AKTUBHOE KJIETOYHOE JIeJIeHHe, MPeoliIaiaeT HHBePTa3HbIH
IyTh Jerpajaliy, a Ha JTale HaKOIICHHWs KpaxMajia Ha-
OnrofaeTcs nepexojl k caxaponurudeckomy (Appeldoorn et
al., 1997). IlyTs, ocymecTBisieMblii SuSy, HTpaeT BaXKHYIO
POJIb B MHTEHCHBHOCTHU HAKOIUICHHS Kpaxmala y Kaproges:
[I0Ka3aHO, YTO yMEHbIIICHUE aKTUBHOCTH I'eHa CaXapO30CHH-
Ta3bl BEI3BAJIO YMEHBIIICHHE COACPIKAHUS Kpaxmaia B 3peJIbIX
KIyOHsx (Zrenner et al., 1995; Baroja-Fernandez et al., 2009).
CaxaposocunTtaszbl SuSy kaptodess MpeacTaBICHbI B BUIC
CeMH HM30T€HOB, KOTOPbIE MMEIOT TKaHECIICLM(PHUHYIO IKC-
MIPECCHIO; TaK, B PacTYIIMX KIyOHSIX 3KCIpeccupyeTcst TeH
SuSy4 (Van Harsselaar et al., 2017). BeposiTHO, OTaE/IbHBIC
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n30(hOpPMBI CaXapo30CHHTA3 MOTYT NMPHHUMATh y4acTHe B
TPAHCIIOPTE caxapo3bl M0 (rrodMe, Kak nokasaHo y 4. thaliana
(Yao et al., 2020).

Janee 3a cueT peakiyii, OCYIIECTBISIEMBbIX (PepMEHTaMU
¢dpyxrokunazoi (FK), rekcoknnazoit (HK) u Y1®-riroko30-
nupodocdopuazoif, B HUTO30JIe KIETOK 3aracaroleil ma-
peHXuUMBI GopMupyercs mya GpochopHuInpOBaHHBIX TEKCO3,
peaKInH epexo1a MEX Ty KOTOPBIMH SBJISIOTCS 00paTHMBIMH
Y KaTaJIU3UPYIOTCS LUTO30IbHBIMU H30(hopMaMul pepMeHTOB
(ocdormroronzomepassl PGI2 u pocdormokomyrazsr PGM2
(Yu et al., 2000; Kleczkowski et al., 2010). OnuH U3 rekco-
30¢ocdaroB, a UIMCHHO TIIOK030-6-pocdar (GO6P), TpaHc-
MOPTUPYETCS] B aMUJIOTIIACTBI ITOCPEICTBOM MEMOPaHHOTO
r1I0K030-6-(hochar Tpanciaokaropa (GPT), rae ucnoms3y-
ercs s cuaTe3a AJ[D-rmoko3sl (Kammerer et al., 1998).
[Toka3aHO, YTO MHTEHCHUBHOCTh OMOCHHTE3a Kpaxmaia B
KIIyOHSIX KapTodes HapsMyIo 3aBUCHT OT TpaHcnopra GOP
(Tauberger et al., 2000; Fernie et al., 2002).

Takoxe B 3amacaromye TKaHu 13 (POTOCHHTEZUPYIOIINX UM-
noptupyercs AT®, KOTOpBIii onagaeT B aMIUIIOIIIACTSI C ITO-
MOIIIBIO MJIACTHIHOTO afeHUIATHOTO TpaHciokaropa (NTT).
Jaxe Hebompoe ymenpiienne aktueHOCT NTT npuBouT k
YMEHBIIICHHIO O0IIETo coAepkaHus Kpaxmaa B KITyOHSX Kap-
todens (Tjaden et al., 2001), a coueTaHme CBEpXIKCIPECCHH
NTT n GPT — k yBenuuennto (Zhang L. et al., 2008). Bosz-
MOXKHO, CyIIIECTBYET Ty OJIMPYIONIHH Ty Th TPAHCIIOPTa TeKCOo3
B KJIETKY aMHJIOIUIACTa: HMIIOPT TITI0K030-1-docdara (G1P)
W UCIIOJIb30BAHUE €ro KaK HENOCPEJCTBEHHOro cyOcTpara
s cuHTe3a AJl®-rimoko3el. ECTh Joka3areibcTBa TOTO,
YTO JAHHBIA MYTh pealn3yercs y KapTodeis, XOoTs COOT-
BETCTBYIOIIUI TPAHCIIOPTHBIN OEJIOK Ha HACTOSIMIH MOMEHT
nemssecteH (Fettke et al., 2010). HemaBHee uccnenoBanue y
A. thaliana BbISIBUIIO 1Ba KaHAMATa HA POJIb TPAHCIIOPTEPA
roko30-1-¢pocdara uepes miasmMarnyeckyo MeMOpany
(Malinovaet al., 2020).

Cybctparom anst OuocuHTe3a Kpaxmaia ciaykuT AJ[D-
IJII0K03a, KOTOpas o0pasyeTcs B CTPOME XJIOPOIUIACTOB H
aMIJIOTIIACTOB 32 CYET 00PATUMOI peaKIInH, KaTaan3upyeMon
tdhepmentom AJID-imroko3ommpodochopunazoii (AGPase).
AGPase cunresupyer AJ{D-mroko3y u upodocdar (PPi) u3
G1P u AT®. ®epMeHT SABIISIETCS TeTePOTETPaMEPOM, COCTO-
SILIMM M3 IBYX OOJIBIINX ¥ ABYX MaJibiX cyObeaunun (AGPL
n AGPS), u ero akTUBHOCTh UTpacT KPUTHUYECKYIO POJb B
O6mocuHTEe3e KpaxMana B KiIyOHsax kaprodens (Geigenberger
etal., 1999). lllenounas nupodocdarasa (PPase) pacmemser
oOpazoBasmmiics mpodocdar no oprodocdara u BIHET,
TaKkuM 00pa3oM, Ha HarpaBJIeHHEe 00paTHMOIi peaKknnu, KaTa-
nmuzupyemoit AGPase, B cropony cuntesa AJlD-Tto0Kko3bl, Kak
Mmoka3aHo y pacteHuii tabaka (George et al., 2010). Onnako B
KIIyOHsX KapTodesns MmexaHu3M yuactusi PPase B GnocunTese
Kpaxmaia, Cyas II0 BCeMy, 3HAYUTEIbHO OTINYAeTCs U TI0Ka
ocraeTcs Hen3BeCTHbIM. Tak, IIOKa3aH CYIeCTBCHHBIH BKIIa
racTuIHON (hopmbl PPase B mporiecc HaKOIIICHHS Kpaxmaa
B KIIyOHSX: y JIMHUH ¢ HOKAAayHOM TeHa StpsPPase naOiio-
JIaJIoCch yMEHBIICHUE KOJMYECTBA KpaxMalla M YMEHBIICHHE
pa3mepa rpanyi. [Ipu aTom yBeanunBaauch ypoBHH podoc-
(hara, a TaKkKe DIIOKO3bI, PPYKTO3bI, (HOCHOPHIMPOBAHHBIX
IreKCO3 M, YTO HEeOXHuIaHHO, AJID-TaoKo3bl. YBEIMUCHUE
conepxanug AJl®-TIIIOKO3bI CBUICTENBCTBYET B MOIB3Y
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Cxema meTabonn3ma Kpaxmarna B GOTOCMHTE3NPYOLLMX (MUCTbA) U 3anacaroLmx (KNyoHm) opraHax kaptodens.

MyTu 6rnocnHTe3a Kpaxmana, a Takxxe MeTaGonnsma caxa

pos 0603HaYeHbl CUHUMKN CTpenkamu, NyTb Aerpagaunn Kpaxmasna — YepHbiMU

cTpenkamu. B nuctbax 6onee nogpobHo nokasaH NyTb Aerpagauyu, B KNyOHAX — NyTb GMOCUHTE3a Kpaxmasna. ANbTepHaTUBHbIV MyTb
cuHTesa ALIO-rnoKo3bl B LUTO30s1e 1 NOC/eAyoLWero TpaHcnopTa B aMuioniacT ¢ nomolybio BT1 (Brittle1-like transporter) o6o3HaueH

KpacHoW cTpenkoi. Yrnesopbl (YepHbiii uset): Fru — ¢p

YKTO3a; F6P — dppykTo30-6-dpocdart; Glc — rnokosa; G1P - rnokoso-1-dpocdar;

G6P - rnioko30-6-pocdar; S6P — caxapo3o-6-pocdar; TrioseP — Tprnosodpocdat; ADP-Glc - ALD-rnioko3a; UDP-Glc - YAD-rnioko3sa; Sucrose —
caxaposa; Maltose — manbto3a. epmeHTbl U MHIMOUTOP MHBEPTa3bl (CMHWMIA LBeT): Acinv — BakyonapHaa uHsepTasa; AGPase — AO-

rniokosonupodocpopunasa; ALD - anbponasa; AMY - a-a

Munasa; BAM - B-amnnasa; FK - ¢pykTokuHasa; DPE - 4-a-rnmkaHoTpaHcdepasa;

FBP - ¢pykTo3o-1,6-ouchocdarasa; GBSS - rpaHynocsazaHHas KpaxmancnHrasa; GWD - a-ramkaH-H,O-anknHasa; HK - rekcoknHa-

3a; ISA - n3oamunasa; Invinh — nHrMGUTOP MHBEpTa3bl;

Inv - uHBeptasa; PGl - dpocdorniokonsomepasa; PGM - pocdorniokomyTasa;

PHO - a-rnukanpocdopunasa; PPase - wenouHas nupopocdatasa; PWD - pocornunkan-H,0-anknHaza; SBE - kpaxmanseTsani GepmeHT;
SEX, LSF - pocpornukanpocdatasbl; SPP — caxaposopocdarpocdartasa; SPS - caxaposodocaTcuHTasa; SS — KpaxmancmHTasa; SuSy —
caxapo3ocuHTasa; UGPase — YD-rnoko3onvpodochopunasa. TpaHcnopTHble 6enkm (3eneHblii ugeT): GPT — TpaHcnoKaTop roKo30-6-
docdata; NTT - ATO-ALD aHTMnopTep; MEX — ManbTo30TpaHcnoptep; TPT — Tpro3odocdaTHblin/pocdaTHbIi TpaHcokaTop; GIcT - rioko-

30TpaHcnoptep; BT1L - Brittle1-nogo6Hbin TpaHcnopTep.

TOTO, YTO B KIYOHAX KapTodens mupodocdaT He OKa3bIBaeT
BJIMSIHUSL HA HaIMlpaBiieHUE peakuu, karanuzupyemoit AGPase
(Andersson et al., 2018).

V¥ 31aK0BBIX (OTHOIOIBHBIX) PACTEHHUI IMEETCS allbTepHA-
TUBHBII LIUTO30JIbHBIN MyTh CUHTE3a AJ|D-III0K03bI 32 CUET
neiictBus depmentoB SuSy u UGPase, kotopslit siBisierTcs
3HAYMMBIM TIpH pocTe 3epHa. Tpancnopt AJlD-Tioko3sl B
aMUJIOMJIACT OCYIIECTBISIETCSA C MOMOIIBI TPAHCIOPTHOTO
oenka Brittle1-like transporter (BT1) (Bowsher et al., 2007).
YV kaprocens S. tuberosum oGHapyKeH TOMOJIOT 3TOTO OENKa:
StBT1, KOTOPBIH BBITONHSET (PYHKIHIO OTHOHAITPABICHHOTO

FEHETUK

tparcropra AM®, AJI® u AT®; mpu 3ToM JOKa3aTeTbCTBA
Tpancnopta AJlP-1oko361 uepe3 MeMOpaHy aMHIIOIIIACTOB
orcyrctBytoT (Leroch et al., 2005).

CuHTe3 KpaxmasnbHOW rpaHybl

buocuHTe3 TpaH3UTOPHOTO Kpaxmala B XJIOPOILIACTax
JMCTBEB M 3alIaCHOTO KpaxMalla B aMHJIOIUIAcTaxX KiITyOHeH
MIPOMCXOUT 110 OAMHAKOBOW cxeMme. B mpomecce cuHTE3a
MOJIEKYJ aMMJIO3bl U aMUJIOTIEKTHHA MTPUHUMAIOT y4acTue
16 xMI09EBBIX (PEPMEHTOB, KOTOPBIE OTHOCATCS K CICIYIOIINM
rpynnaMm: KpaxMajJCHHTa3bl, KpaxMaJBETBSIINE U JICBETBS-
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mue ¢pepmenTsl (cM. Tabnuiy). bonbmmHeTBo hepmeHTOB
CYIIECTBYIOT B BUJE CIIeKTpa n30(opM, GyHKINH KOTOPBIX
MOT'YT YacTHYHO iepekpbiBarhbes (Pfister, Zeeman, 2016; Van
Harsselaar et al., 2017).

KpaxmancnHTassl KaTanusupyoT (opMHUpOBaHUE TIIHKO-
3UHBIX CBS3€H MyTeM MepeHoca NII0K03Horo ocrarka A Jd-
IJIIOKO3bI HAa HEPELy IUPY IO KOHEL| MOJIEKYJIbI TITFOKO3HOTO
MoJNMMepa U SIBISIFOTCS TPYNHoi (pepMeHToB, KoTopas Moj-
paszensercst Ha KpaXMaJICHHTa3bl, CBSI3aHHBIE C TPaHyJI0H
(granule bound starch synthases, GBSS), u pacTtBopumbie
KkpaxmaincuHTassl (soluble starch synthases, SS). GBSS ot-
BEUACT 3a CHHTE3 JUTMHHBIX IIETel: IPEeHMYIIeCTBeHHO aMH-
JI03bI, a TaKke (PPaKUK JUIMHHBIX 1eNeil Y aMUIONEeKTHHA.
PacTBOpHMBIE KpaXMaJICHHTa3bl MIPEJCTABICHBI CIIEKTPOM
mzodopm (SS1, SS2, SS3, SS4, SS5, SS6), uz koropserx SS1,
SS2, SS3 ocymiecTBIAIOT pocT 1enel pa3IuyHON JIUHBI Y
ammmoniektrHa (Pfister, Zeeman, 2016). M3ohopma SS4 nrpa-
eT 0co0yI0 POITb Cpel KPAaXMaJICHHTA3, TaK KaK y4acTBYeET B
MHUIMAIUK 00pa3oBanus rpanyi kpaxmaia (Tetlow, Bertoft,
2020). Y Arabidopsis ¢ BBIKIIOYEHHBIM T€HOM Ss4 HaOIIO1aIm
OJIHY-/IBE KpaxMaJIbHbIE IPAHYJIbI O0JIBIIOTO pa3Mepa BMECTO
ISITH-CEMHM HeOONbIIMX Y pacteHus aukoro tuna (Roldan
et al., 2007). ®yHkunn n3opopM KpaxMalcHHTa3sl SS5 u
SS6 mnoka nesicupl. ¥ 6enka SS5 Ha C-KOHIIE OTCYTCTBYET
XapaKTepHBIA I KpaxMaJICUHTa3 KOHCEPBAaTUBHBIN paiioH,
conepskamuii kKaramutnaeckuit fomeH GT1, mpu 3Tom Oerok
MMEET KOHCEPBAaTUBHBIN CaliT CBA3BIBAHMS IIMKAHOB. Bepo-
SITHO, SS5 ydacTByeT B IPOIIECCE MHUIMALMU 00pa30BaHHUS
KpaxMaJbHOW TpaHyIibl; TOKa3aHo, YTo yTpara Oemka SS5 y
Arabidopsis BbI3bIBaCT yMEHBIICHNE KOJIMUYECTBA TPAHyIN B
mucthsx (Abt et al., 2020). 3odpopma SS6 1 KOAUPYIOLITHIA
e¢ r'eH OBbIIM BBISBJICHBI B TEHOME KapTO(essi OTHOCUTEIBHO
nenasHo (Van Harsselaar et al., 2017), yHkiponansHas poib
9TOro (pepMeHTa HesicHa. BO3MOXKHO, OH y4acTByeT B IIpO-
IL[ECCE POCTa TPaHYIIbI, TOCKOIBKY (PU3NUECKH CBS3aH C HEH.
Kpome Toro, y SS6 npucyTCTBYIOT KOHCEPBATUBHBIE MOTHBBI
XXGGL u KXGGL, xapakrepHbie 115 NTUKO3UITpaHChepas-
HBIX goMeHOB KpaxmancuaTas GT1 u GTS cooTBeTCTBEHHO
(Helle et al., 2018).

Wunnpanust o0pa3oBaHusi KpaxXMallbHOM I'paHysibl JI0Iroe
BpEMsI 0CTaBAJIACh MaJION3y4YEeHHBIM BoripocoM. CyInecTByto-
IIM€ MCCIIEIOBAHMS KACAIOTCsl 00pa30BaHMUs TPAHYIIbl y TPaH-
3UTOPHOTO Kpaxmajia MOJIeJIbHOro o0bekTa A. thaliana, Ho,
BEPOATHO, KJIIOUEBBIE MOMEHTHI MEXaHU3Ma (DOPMHUPOBAHUS
IpaHyJIbl MOKHO B HEKOTOPOHM CTENEHU DKCTPAIOINPOBATH
u Ha Jpyrue Buabl pactenuit (Mérida, Fettke, 2021). Kax
YKa3aHO BBIIIE, OCHOBHBIM (DEPMEHTOM MHUIHAINH SBIISETCS
SS4, Takxke ydactre B 00pa30BaHUH U POCTE TPAHYIIBI, TT0 BCCH
BUJIUMOCTH, MPUHUMAIOT SS5 1 SS6. Akuientopom st pocTta
TpaHyiIbl CIyXKaT MaJbTOOIMIOCaxXapuisl, 00pa30BaHHbBIE
TIpH JIeTpaialliy MoMIInKaHoB ammia3amu (Mérida, Fettke,
2021). IlpocTpaHCTBEHHOE B3aUMOAICHCTBHE KPaxMaJICHHTa3,
Monekyn cyoctpara (AlP-TiroK036I) M pacTymieil rpaHy-
JIBI OCYIIECTBIISIETCS] C TIOMOIIBIO HANPABISIOMNX OEJIKOB:
¢dakxtopoB PTST2 (protein targeting to starch 2) u PTSTI1,
KOTOpBIE CBs3aHBI ¢ KpaxmancuHTazamu SS4 u GBSSI co-
OTBETCTBEHHO, a TAaKXXE COZIEPKaT yIIICBO/A-CBI3bIBAIOIINI
momeH (Seung et al., 2015, 2017). HeoOxoauMo OTMETHUTH,
9T0 B KIyOHsX Kaprodens daxtop PTST2 He oOHapykeH.
DTO CBUAETENLCTBYET B IOJIB3Y TOTO, YTO MPOIECCHl MHUIIN-
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armu o0pa3oBaHusl TPaHyIl Kpaxmalia B JUCTbIX Arabidopsis
u KIyOHsX KapTodens pasmudatorcs (Helle et al., 2018). Ha
MHHALUANUIO (POPMUPOBAHUS KPaXMaJIbHBIX TPAaHYIl B KIIyO-
HSIX KapTo(elisi OKa3blBaeT BIMSHUE U TeTePOMYJIETUMEPHbII
KOMIUTEKC, copMHupoBaHHBIN n3oammnazamu [SA1 u ISA2.
Cyzis o BceMy, M30aMIIa3bl ITOABISIIOT 00pa30BaHNUE HOBBIX
rpaHyJl Kpaxmasa, IpersiTCTBYsI 00pa30BaHUIO PACTBOPUMBIX
MOJIEKYJI ITIMKAHOB B cTpoMe xJioporutacta (Bustos et al., 2004).

[To mMepe yauTMHEHUS 1enel MOJIEKYJ aMHIIO3bl U aMHUJIO-
MEKTHHA, OCYIIECTBISIEMOro kpaxmaiacuuTazamu SS1, SS2 u
SS3, mpoucxoquT MpHUCOSANHEHNE K HUM OOKOBBIX BETBEH,
KaTajqu3upyeMoe KpaxmanseTBsimuMu (pepmentamu SBE
(starch branching enzymes) (Pfister, Zeeman, 2016). Kpax-
MaJBeTBAMNE (PEPMEHTHI PaCIIETUIAIOT o-1,4-TTHKO3HTHBIE
CBSI3M TOJIMIVINKAHOB, CHHTE3WPOBAHHBIX KpaxMaJCHHTa3a-
MM, U IPUCOEANHSIIOT 00pa30BaHHbIE KOPOTKUE LENN Ha TaK
Ha3bIBaEMYIO IIEMb-aKIIETITOP 3a c4eT (opMHUpOBaHUS a-1,6-
TIMKO3UIHOM cBsi3u. KpaxmanBersimue (epMeHTHI KapTo-
denst npeacrasienst u3odpopmamu SBEL.1, SBE1.2, SBE2,
SBE3 (panee o6o3nagaemas kak SBE1) (cm. Tabmmmy) (Van
Harsselaar et al., 2017). Takum oOpa3oM, yIOMHHAIOMINECS
B npyrux padorax ¢opmbel SBE1 1 SBE2 no knaccudpukanmu
Ban Xapcemaap u coaBTropoB o603HaueHsI kKak SBE3 1 SBE2.
SBE3 mpenMyIiecTBeHHO CHHTE3UPYET JUIMHHBIC OOKOBBIC
nenu, SBE2 obecnieunBaeT MpOJYKIHIO KOPOTKHX LEHei
amunonektuHa (Tetlow, Bertoft, 2020). ®ynkuus SBE1.1
n SBE1.2 B GuocuHTe3e kpaxmana KapTodels HEU3BECT-
Ha, OfHAKO Y Arabidopsis 0OHAPYKEHO UX ILICHOTPOITHOE
BIIMSIHUE HA POCT M Pa3BUTHE PACTECHUS: TPAHC(HOPMAHTHI
co cBepxakcnpeccueil SBE] umenu HapylIEHHYIO OKPAackKy,
HU3KUH POCT, NJIMHHBIN )KU3HEHHBIN LIUKII U 1aBaJId MEHbILIE
CeMsH, yeM KOHTpoibHbIe pacTeHus (Wang X. et al., 2010).
CoBmecTHast paboTa pa3HbIX H30(OPM BIHSIET HA CTPYKTYPY
amusionekruna. Ha pacrenusix kaproderns ¢ HOKayTOM reHOB
sbe3 n/unmn she2 (B OpUTHHAIBHOM HCCIIEIOBAHUU 0003HA-
4eHsbl Kak shel n she2) moka3aHo, 4TO IPHU HEAKTHBHOM sbhe3
(hopmupyeTcst Kpaxmal, COCTOSIIIMI U3 0oJiee JITMHHBIX MO-
JIEKyJI aMHJIOTIEKTHHA C YMEHBIIIEHHON CTENEHBIO BETBIICHMUS.
HoxkayT rena she2 (npu akTHBHOM sbe3) He 0Ka3ai 3aMETHOTO
BIIMSIHUSL HA CTPYKTYPY aMHJIONIEKTHHA, PU 3TOM YBEJINYH-
JIOCh KOJIMUECTBO KPaXMaJIbHBIX TPAHYII B KITyOHSX KapTo(erns
u ymenbmmics ux pasmep (Tuncel et al., 2019).

Hpyras rpynna ¢pepMeHTOB, NPUHUMAIOLIUX y4acTUe B
(hopMHPOBAHUH CTPYKTYypBl aMHUIIONEKTHHA, — JICBETBSIINE
(epmentsl DBE (debranching enzymes) (cm. Tabnmuy), koTo-
PpbIE OCYIIECTBIISIIOT IEPECTPONKY Pa3BETBICHHBIX ITIMKAHOB B
(hopMmBI1, CIOCOOHBIE K O0Tee YCTIEIITHOM KPHCTAIUTA3AIIH, 9TO
Ba)kHO IpH (hopmuposanmy rpanyisl (Pfister, Zeeman, 2016).
DBE npeacrasnens nzoamunazamu (ISA), koTopble KaTaiu-
3UPYIOT THAPONH3 0~ | ,6-NINKO3UAHBIX CBA3EH aMHUIIOTIEKTHHA,
yOupast u30bITOUHOE pa3BeTBIEeHHE. M30amMmia3pl kKapTodens
cymiectBytoT B Bujie nuzodopm ISA 1, ISA2, ISA3. benku ISA1
n ISA2 moryT hopMHUpOBATH TETEPOMYIETHMEPHI, KOTOPHIE
6ornee 3p(PEKTUBHO yAANSIOT JUIMHHBIE Hapy>KHbIE ICIH
amunonekruna (Hussain et al., 2003). ISA3 urpaer BaxHyro
POITb B IIpOLIECCE JIETpaJallii Kpaxmaa 3a CUeT PacIeIUICHUS
KOPOTKHX HapyXHBIX neneil mmkanos (Streb et al., 2008).
TpaHcreHHble pacTeHust KapTO(esisi C TOHUKEHHBIM YPOBHEM
9KCTIPECCHUH TeHOB isal, isa2, isa3 ToKa3ann CyIIeCTBEeHHOE
YMEHBIICHHE COACpPXKaHUS Kpaxmaya B pa3BHUBAIOMIMXCS
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KJIyOHSIX U TIPH 9TOM HE M3MEHMBLIMICS YPOBEHb Kpaxmasa
B JuCThsAX. Kpome Toro, HaOmoanocs yBennaeHne Kojimde-
CTBa M YMEHBIIICHHE pa3Mepa rpaHyll, a TaKKe POCT YPOBHS
caxapo3bl, BUIUMO, CBSI3aHHBIH C YBEJIMUEHUEM CyMMapHOi
MOBEPXHOCTH T'PaHYN M JOCTyna (pepMEHTOB JeTpajaliu
(Ferreira et al., 2017).

[TomuMO KpaxMaJICHHTa3, BETBSILUX U JEBETBAINX (ep-
MEHTOB, B CHHTE3€ KPaXMaJIbHOH I'PaHYJIbl MPUHUMAIOT
yuacTtue o-mmkandochopuiasbl, MpeaAcTaBIeHHbIC IIACTH/I-
Hoit (PHO1) n nuroruazmaruyeckoii (PHO2) nzodopmamuy,
KOTOpBIE€ KaTaIU3UPYIOT 00paTUMYIO PEaKIHIO TepeHoca
TIIMKO3MIIBHON TPYMITEI OT TiMoKo30-1-docdara (G1P) Ha
HEepeIyHUPYIOMUNA KOHEll 1IenH o-1,4-CBS3aHHBIX TNTUKaHOB
(Pfister, Zeeman, 2016). PHO2 yuactByer B MeTabonn3me
yrieBojioB B nurominasme, a PHO1 urpaet pons B mponeccax
6uocuHTe3a U Aerpaaliiy KpaxMasa B miactuaax. [lokasaso,
YTO NPH HU3KUX TEMIIEPATypax B KIIyOHAX KapTodemns MoxeT
peann3oBbIBaThCs (hocdopmiIazHbIil MyTh OMOCHHTE3a KpaxX-
Masia ¢ ucnosib3oBanueM G1P B kauectBe cyOcTpara (Fettke
etal., 2012).

Derpagauusa KpaxmanbHOW rpaHysbl

IIponecc nerpazauuu Kpaxmala sIBISIETCS HEOTbEMIIEMON
YacThIO €ro MeTabonm3ma M OOIIEero YIIIeBOAHOTO OOMEHa,
OJIHAKO M3y4YeH B 3HAUUTEIbHO MEHBILIEH CTEeNeHH, 4eM Oro-
cuHTe3. Hambonee moapoOHO OMMCaHBI MyTH IeTpajalun
TPAH3UTOPHOTO Kpaxmaja B JIMCTBSIX MOJICIBHOTO OObEKTa
A. thaliana; nanHble xe 0 Ipolecce paciajga Kpaxmaia B
KITyOHSIX KapTo(ess Ooy4deHbl IPEUMYILECTBEHHO TIPH HC-
CJIeTOBAHUH IIPOIIECCOB XOJIOI0OBOTO OCAXapUBAHHMS U ITpopac-
tanust. OCHOBHBIE ATaIIbI JIETPAAAIMU KpaxMaJia 3aK/IF04atoTCst
B BBICBOOOX/ICHUHU PACTBOPUMBIX ITIMKAHOB U3 TPAHYI Kpax-
Maria, peBpalleHNH NINKaHOB B JIMHEHHbIE (POPMBI (MaJIBTO-
OJIMTOCaxapH/ibl), THIPOJIM3€E MMOCIESTHHUX JI0 MaIbTO3bI U €€
JaTbHEHIIIeM MeTabom3Me B KIIeTke. B porecce nerpamarmm
Kpaxmaja NMPUHUMACT Y4acTHE HMIMPOKHH CHEeKTp (epMeH-
TOB: O U B-aMuIIa3el, M30aMuIasa, o-rmukan-H,O-aukunasza
u pocdornukan-H,O-auknnasa, o-rmkad Gocdopuinasa,
¢docdormukandocdaraza, u 4-o-ruKanorpancdepasza (M.
Ta0MHILY).

Herpaganysi KpaxmMajJbHOM I'paHyiIbl MHULIMUPYETCS IEH-
crBueM o-rmukan-H,O-aukunaser (glucan water dikinase,
GWD) u docdormikan-H,O-nukunass! (phosphoglucan water
dikinase, PWD), xotopsie pochopunnpyroT IIHKaHBI 110 M0-
sursaM C6 u C3 IIIOKO3HBIX 0CTATKOB, Jejias ux 0oJee I'uji-
poduIBHBIMU U 00ecTieYrBast TOCHIEAYIOLIUN AOCTYII O-, B- 1
n3oammnazaMm (cM. Tabmmiry) (Ritte et al., 2006; Streb, Zeeman,
2012). ®ocdopunuposanue a-rmukaH-H,O-1ukunasoi, cyas
10 BCEMY, UTPaeT OCHOBHYIO POJIb B IIPOLIECCE paciiaia Kpax-
Maua B KITyOHSX 1 TUCThAX KapTodens (Claassen et al., 1993;
Orzechowski et al., 2021). KiryOHM TpaHCTEHHBIX pacTeHUI
KapToQessi CO CHIKEHHBIM ypoBHEM rena StG WD Obutn MeHee
TMIO/IBEPIKEHBI IETPaJIaliiy KpaxMasia P BO3AECHCTBUN HU3KHX
temrieparyp (Lorberth et al., 1998).

Crenyromuii stan nerpajanii KpaxMalbHOW TpaHyJIbl
BKJIFOYAET B ce0sI THAPONIN3 IIIMKAHOB aMmiiazamu. B renome
KapTodens o- n B-aMuIa3sl MPeCTaBICHBI IOCTATOYHO IIN-
POKHM CIeKTpOoM n30(opM, oHako ToyHast GYHKIHs 00JIb-
IIMHCTBA U3 HUX Hen3BecTHa (cM. Tabimity) (Van Harsselaar
etal., 2017). Eciu skcTparnonnpoBarh JaHHbIE, IOy YeHHbBIE
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s Arabidopsis, B-amunazst BAM1 u BAM3 moryT ocy-
IIECTBIIATH THAPOJIH3 JMHEHHBIX Y9aCTKOB LIeTIei aMHIIO3bI 1
AMMJIONIEKTHHA; JUTS JIerpaJalliy ’Ke pa3BeTBICHHBIX YacTei
MOJIEKYJI HEOOXOJJUMO yuyacTHe JIeBETBsIIEro ¢pepMeHTa
DBE (y xaprodens n3oammnasza [ISA3) (Hussain et al., 2003;
Fulton et al., 2008; Pfister, Zeeman, 2016). Y kaprodens
npu caisiieHcuHre rena StBAM3 naOniopany yBeauueHUe
COZIepXKaHUs KpaxMmasa B JIMCThSAX 110 CPAaBHEHUIO C JTUKHM
¢enorunom (Scheidig et al., 2002). B kmyOHsx mokasa-
HO BJIIMAHHEC aKTUBHOCTH CHeI_II/Iq)I/I'-IHI)IX (I)OpM aMuJias B
MpoIecce XOJIOAOBOTO OCaxapuBaHUS: O-ammiIa3sl AMY?2
(AMY?23) u f-amuna3z BAM1, BAMO. [IpennonoxurensHOH
¢yukuueit BAM1 u BAMY sBnisiercst nerpananust Kpaxma-
ma B tactune, a AMY?2 — nmerpananust GUTOTIMKOTEHA B
muro3one (Hou et al., 2017). YV A. thaliana onucan takxe
aJIbTEPHATUBHBIN IIYTh JErpajaliuy Kpaxmaia, MHULUUpye-
MBI JieiicTBHEM a-amiia3bl AMY 3, kKoTopasi BRICBOOOXKAaeT
W3 IpaHyll KpaxMaJia JJMHEHHbIe ¥ pa3BETBICHHbIC ININKAHBI,
3aTeM THJIpOJIM3yeMble B- U n3oamuiaazamMu (CM. pUCYHOK)
(Streb et al., 2008).

[MapannensHO THAPOTU3Y IIMKAHOB KpaxMala aMiiIa3aMu
uIeT mpouecc ux nedochoprIMpoBaHus, KOTOPBIH KaTaiu-
supyetcs pochormmkanpocdarazamu SEX4 (Starch Excess)
n LSF2 (LIKE SEX FOUR?2), n3HayagbHO ONMCaHHBIMHU y
Arabidopsis. Itu 1Ba nporiecca B3auMocBsi3anbl: pochopru-
pOBaHKE TMKWHA3aMHU YBEINYUBACT PACTBOPHMOCTD IPAHYJIbI
1 o0ecTIeunBaeT JOCTYTI JUIsl pabOTHI aMHIIa3, IPH 3TOM (oc-
(haTHBIE OCTATKHM MOTYT MPEISITCTBOBATH IIPOIIECCY THIPOIIU3a
(Hejazietal.,2010; Santelia et al., 2011). Y xapTodemnst ymeHb-
IICHUE aKTHUBHOCTH TeHOB SEX4 wmm LSF2 wHTHOMpOBaIo
JIerpaialiiio Kpaxmasa B JINCThSIX; KOJIMYECTBO Kpaxmasa B
KITyOHSIX 0CTaBaJIOCh HEM3MEHEHHBIM, H HAOIIOIAI0Ch YBEIH-
YyeHue ypoBHS (pochopmImpoBaHus U yMEHbBIICHHE pa3Mepa
rpanyin (Samodien et al., 2018).

B pesynbrare coBMECTHOIO JEHCTBUS AUKUHA3, aMUIIAa3 U
(ocdaras obpasyercs Myl pacTBOPUMBIX MAITBTOOJIUTOCAXA-
PHUIOB (IMHEHHBIX TITUKAHOB), PACIa] KOTOPBIX IPOUCXOIUT C
TIOMOLIBIO JIBYX aJIbTEPHATUBHBIX Iy TEil: THAPOIUTHIECKOTO,
3a cyer aedcTBus P-ammias, 100 QochoporuTHIecKoro,
ocylecTisieMoro o-rukandocdopunazoit PHO1 (Weise et
al., 2006; Fulton et al., 2008). ITpu peanmsanuu dochopomu-
THYECKOTO ITyTH JIeTpa/Ialliyl KOHEYHBIM TIPOJLYKTOM SIBIISIETCS
G1P, KOTOpBIIf MOXKET MUCHOIB30BATHCA BHYTPH IUIACTUIBI
JUTI METa0OIMYEeCKUX HYX[. Takke BO3MOKHO 00pa3oBaHMe
TJTIOKO3BI B pe3yJbTare JAeHCTBUS 4-0-TIIMKaHOTpaHC(epas3bl
DPE!1 (disproportionating enzyme) U 3KCIOPT B LIUTO30J1b
nmocpeactBoM moko3oTpancnoprepa pGleT1 (Critchley et
al., 2001; Cho et al., 2011). Y pacrenuii kaprodesns ¢ cai-
JICHCHHTOM r'eHa XjoporutacTHoro ¢pepmenta DPE B nucThsax
BBISIBIICHO yMEHBILIEHHE CKOPOCTH JIET paJlaliiy Kpaxmala i Ipy
9TOM HaKOIUICHHE MaJIETOOINTI0CAaXapH/IOB, B KITyOHSIX TAaKOTO
s dekra He Habmronanu (Lloyd et al., 2004). B kinyOHsIx B yciio-
BHSIX XOJIOZOBOTO OCaXapHBaHUs YBEIUYHBAINCH AKTUBHOCTD
[-ammia3 m koHneHTpanus MansTo3b! (Nielsen et al., 1997).

Maubro3a, KoTopas sIBISETCS MpeoOIalatoliM MPOIYK-
TOM THIPOJIUTHYECKOTO IYTH JEeTpajalii Kpaxmaia, dKc-
MOPTUPYETCS B UTO30JIb C MOMOIIBIO TPaHCMEMOPaHHOTO
tpancnoptHoro 6enka MEX1 (Cho et al., 2011). 3arem, yxe B
LIMTO30JI€ KJIETKH, MaJIbT03a BCIIEACTBHE IeHCTBHS PepMEHTOB
4-o-rmukanoTpancepassl DPE2 6o dpochopunazst PHO2
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pacrazaercst 10 IJIIOKO3bl MM TIIOK030-1-pocdara, u3 ko-
TOPBIX 32 CUET COMNIacOBaHHOTO neiicTBus pepmenToB PGI2,
PGM2, HK, UGPase, SPS (caxapozodocdarcunraza) u SPP
(caxapo3zodocdardocdarasza) cuntesupyercs caxaposa (CM.
pucyHok) (Lopez-Gonzalez et al., 2019).

B xiry6Hsax kaprodesns caxapo3a HCTIONb3yeTcesl KaK HCTOY-
HUK NUTATCJIbHBIX BEIIECTB B IPOLICCCC IMTPpOpaACTaHUA CBETO-
BBIX POCTKOB, ITPU 3TOM €€ YPOBEHb SIBIISICTCS PErYIATOPHBIM
(hakTOpOM, 3aITyCKAIOIINM BBIXOJT KITyOHS 3 COCTOSIHUSI [TOKOST
(Sonnewald S., Sonnewald U., 2014).

Jnst 3aMeuIeHns poliecca NpOpacTaHus CBETOBBIX POCT-
KOB KITyOHEH KapTodenb XpaHAT B yCIOBHSIX IMOHM)KCHHBIX
temneparyp (2-5 °C), uTo 3amyckaeT Impolecc Tak Ha3bl-
BaeMOTI'0 XOJIOIOBOTO OCaXapHBaHU, KOTOPOE 3aKII0YaeTCs
B THJIPOJIN3E Caxapo3bl KHCIOH BaKyOJSIpPHOH MHBEPTA30i
Aclnv (reH Pain-1) 1 HAKOTUICHUH B KITyOHSIX PELyIUPYIOLIHX
caxapoB (TITIOKO3BI ¥ PPYKTO3HI) (cM. pucyHoK) (Sowokinos
etal., 2018). IIpu HOKayTe reHa BaKyOJIsIpHOW HHBEPTA3bl Ha-
Ouronast Gosiee HU3KOE CoZIepIKaHUE PELYLIUPYIOLIMX CaXapoB
(Clasen et al., 2016). OnHUM W3 KITIOYEBBIX PETYIATOPOB
IIpoLIecca XOJI0I0BOTO OCAXapHUBAHMS SIBISICTCS MHIHOUTOP
nnBeptas (InhInv) SbAI, xotopslii monaBisieT aKTUBHOCTD
AcInv (McKenzie et al., 2013). [Toxazano, uto SbAI moxer
TaK)Ke MOAABISATh AKTUBHOCTH O- U (-aMmuia3 B KIyOHSX
kaprodens (StAmy23, StBAMI1 u StBAMY), Tem cambiM
BJIUSISL HA CKOPOCTH JIerpajallii Kpaxmana IIpH XOJI0JOBOM
ocaxapusanuu (Zhang H. et al., 2014).

MexaHunsmbl KOHTpONA meTabonusma Kpaxmana

CuHTes, nerpaganust Kpaxmaia U MeTaOOIM3M IPOITYKTOB
ero pacraja TpeOyrT COmIacOBaHHOW pabOThl MHOXKECTBA
(hepMEHTOB, TPAHCIIOPTHBIX U HAMPABISIOMNX OCIKOB, YTO
MO/Ipa3syMeBacT HAIWYHME PA3IMYHBIX YPOBHEH pETYIISINN:
9KCIIPECCHH T€HOB, UX TOCTTPAHCKPUIILIMOHHOMN PETyYIIsINY,
a TaKKe MOCTTPAHCIIAIIMOHHON PETYISIINN aKTUBHOCTH (ep-
MeHTOB. [Ipo¢uii sKcrpeccuy FeHOB KITFOUEBbIX ()epPMEHTOB
MeTabolM3Ma Kpaxmala JOCTaTOuHO XOPOIIO U3y4eHbl Y pas-
HBIX BHJIOB PACTEHUH, OMHAKO O (haKTOpax, PEryInpyrOIuX
9KCIIPECCHIO, N3BECTHO ropasno Menblie (Lopez-Gonzalez et
al., 2019). CnoxHocTb 00yclIOBJI€Ha T€M, YTO ()ePMEHTHI Me-
TaboIM3Ma Kpaxmara MpeiCTaBIEeHbI OOJIBIINM KOJTHIECTBOM
n30(opM, KOTOpbIE KOAUPYIOTCS COOTBETCTBYIOIIMM KOJIU-
YEeCTBOM NapaJIOTHYHBIX I'€HOB, JUISi KOTOPBIX XapaKTepPHbI
CTEKTPBI SKCTIPECCUH, CTICII(DUIHBIE KaK JUTs ONPEaeICHHON
TKaHM (JIMCTHS, PAa3BUBAIOIINECS CEMEHA U KITYOHH), TaK 1 JUIs
CTaJIM Pa3BUTHsL, YTO II0KA3aHO, HAIIpUMep, y Arabidopsis n
kyKypy3sI (Tsai et al., 2009; Chen et al., 2014). Y xaprodens
TKaHeCMeU(PUIHBIA XapaKTep SKCIIPECCUH BBISBICH IS
reHoB SuSy4, SS5, SBE3, APL3, PHOla, PHO1b, GPTI.1,
GPT2.1,SEX4,NTT2 (B xnyousx)u AMY1.1,APL1, BAM3.1
(B mucThsix) (Van Harsselaar et al., 2017). Ha skcmpeccuto
reHOB OMOCHHTE3a KpaxMalia OKas3bIBaeT BIMSHUE s/l BHEII-
HUX U BHYTPEHHHX (paKTOPOB: IIUPKAIHBIE PUTMBI, CBETOBOI
MK ¥ ypoBeHb caxapos (Tiessen et al., 2002; Kotting et
al., 2010). Tak, ypoBens skcnpeccun renoB GBSSI, LSF1,
LSF2, SEX4, BAM3 B mucthsx A. thaliana XoHTpOIHpYETCS
TPAHCKPUITIUOHHBIMA (DaKTOpaMH, 3aBHCALIMMH OT IUP-
Ka/IHBIX PUTMOB U CBETOBOTO IE€PUO/IA, YTO HEOOXOMMO JIJIsI
OBICTPOTO YIOBIETBOPEHHS HOTPEOHOCTEN B 3HEPTUH B OTBET
Ha MEHSIOIMeCs yCIoBHs okpykaromeid cpezbl (Tenorio et
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al., 2003; Flis et al., 2016). B pactynux kiyOHsIX kapTodes
HAOTIOANN 3aBHCHMOE OT (DOTOTIepPHOIa N3MEHEHHE YPOBHS
akcnipeccun reHoB GBSS, SuSy u AGPase, npn 3ToM Ooiee
BBICOKHH ypOBEHb OTMEUAJICS B KOHIIE CBETOBOTO MIEPHOJIA, &
HanboJee HU3KUH — B HavaJje, YTO 00yCIOBICHO H3MEHEHIEM
YPOBHS IPUTOKA (POTOACCHMHUIISITOB, TPAHCIIOPTUPYEMBIX U3
mucteeB (Geigenberger, Stitt, 2000; Ferreira et al., 2010).

BaxHoli cTagmeii pa3BUTHS paCTEHUS KapTO(EIs SBIsSCTCS
npouecc TyOepusanuu, T. €. GOPMUPOBAHHE 3aMACAIOIIETO
opraHa (KJ1yOH:s1) U3 036 MHOTO 1o0era (CTOJIOHA), B CBSI3H C
YeM IPONCXOAUT aKTUBHBIA OMOCHHTE3 KpaxMaia, 00pa3oBa-
HHE KpaXMaJIbHBIX TPaHyIl M YBEJIIMUCHHE ITOTOKA METa0oIH-
ToB. TyOepu3anus — CIOXKHBIN IPOLIECC, HA KOTOPBIH BIUSIOT
(hakTOpHI BHEUTHEW cpenbl (poTonepnos), ONOXIMUYIECKHE,
TOpMOHaJIbHbIC U ipyrue curnansl (MukpoPHK, Tpanckpumn-
onHble paxropsl) (Hannapel et al., 2017; Kondhare et al.,
2021). Mzyuenne mporecca TyOepr3aIlliil BHECIO OONBIION
BKJIaJl B TIOHMMaHNE MEXaHW3MOB PETYISUN MeTaboIn3Ma
Kpaxmaja B KIlyOHsX KapTodels.

@DUTOrOPMOHBI ABIISIOTCS BAXHBIM (DAKTOPOM, OKa3bIBAIO-
MM BIMSIHUE HAa MeTa00IM3M KpaxmMaiia. Tak, moka3aHa Kop-
PEIISIIMS MKy YPOBHEM a0CIIU30BON KUCIOTHI M HAKOTIJICHH-
eM KpaxMaiia B KiryOHsx kaptoderst (Borzenkova, Borovkova,
2003). I1pu o6padotke crononos YK (rerepoaykcntom) Ha-
0J1r0aJI0Ch YBEIMYEHHE COJCPIKaHMs Kpaxmaia B pacTyLIHX
KITyOHSIX, ITPU 3TOM JABYKpaTHOE yBEIMUCHUE KOHIIEHTPAUU
NYK unmeno nporusononoxusiit a¢ppexr (Wang D. et al.,
2018). Ilpu popMupoBaHHM 3aacarONIMX KOPHEH MaHHOKA
MOKa3aHa KOPPEJSIIUS YPOBHS TPAHCKPHIIIY T'eHa ayKCHHA
u reHoB O6uocuHTe3a kpaxmana (PGM, AGPase, GBSS, SS,
BE) (Riischer et al., 2021).

Jpyroe BaKHOE CHTHAJIbHOE BEIIECTBO, BIUSIOIIECE HA
9KCIIPECCHIO TEHOB MeTaboIM3Ma Kpaxmania, — 9TO caxapa
(rexcosbl, caxaposa u Tperanosa). Y kaprodens caxa-
po3a MHAYIUPYET yBEIWYEHUE HKCIPECCUU TeHOB SuSy
n AGPase (Salanoubat, Belliard, 1989; Miiller-Rober et
al., 1990). B pacrymux ki1yOHSIX ypOBEHb IKCIIPECCHH
SuSy n AGPase BBICOKHH, a IPH OTCOCTUHEHNU KITyOHS OT
pacrenus ObicTpo ymenslnaercs (Ferreira et al., 2010).

Ha pasnbIx craausix pa3Butusi KiyOHs HaOmonamu aud-
(hepeHIMaTbHYI0 IKCIIPECCUI0 TEHOB OMOCHHTE3a Kpax-
Mmana (Ferreira et al., 2010; Van Harsselaar et al., 2017).
Ha cranuu ctosioHa OblI HOBBIIIEH YPOBEHb KCIPECCUH
reHa SS4, KOTOPBIM CHIDKAJCS 1O Mepe pocTa KIyOHs, 9TO
MOATBEPKAACT POJIb 3TOW KpaxXMaJICHHTA3bl B MHUIMALINT
rpanynooOpa3oBanus (Ferreira et al., 2010). Takxe mpu
pocTe KITyOHSI yBEITMYIHMBAJICS YPOBEHD YKCIIPECCHH T'€Ha Cca-
Xapo30CHHTA3bl SuSy4 M yMEHbIIAJICS YPOBEHb SKCIIPECCUI
HMHBEPTAa3bl KJIETOUHON CTEHKU CW-InV, 4TO CBUIECTEILCTBYET
0 TMEepexosie K Caxapo30CHHTA3HOMY ITYTH PacIleNICHHs
caxapo3bl. YBEJIMUCHHE SKCIPECCHHU TI0 Mepe pocTa KITyOHs
naOmronaiu it renoB GPT, NTT, AGPase, KpaxMaJICHHTA3 U
KpaxMaJBETBSIINX (PEPMEHTOB, U3 HUX CHENU(pHIHAS aKTHB-
HOCTh MIMEHHO JUTS TKaHeH KiryOHel 1moka3aHa JUisi H30TeHOB
SuSy4, SBE3, GPT2.1 (Ferreira et al., 2010; Van Harsselaar
etal., 2017). [lns u3ydeHnss MEXaHU3MOB MOJICKYJISIPHO-TEHE-
THUYECKOM PEryJsiiiy aKTHBHOCTH I'€HOB OBII MCIOJIB30BaH
aHaJIn3 KOIKCIIPECCUH 1 OOHapy KeHa aCCOLMALHS TPAHCKPHII-
uoHHBIX (haktopoB LOB, TIFYS5a, WRKY4 ¢ sxcripeccueit
reHoB Susy4 u GPT2.1 (Van Harsselaar et al., 2017). Ananu3
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ceTel KOPKCIIPECCUH JIJIsi TEHOB OMOCHHTE3a KpaxMala CeMH
BUJIOB pactenuil (Arabidopsis thaliana, mannox Manihot
esculenta, mpoco Panicum virgatum, KyKypy3a Zea mays,
puc Oryza sativa, samens Hordeum vulgare, 6arat Ipomoea
batatas) nokazan yuactue 24 TpaHCKPUIIIMOHHBIX (PaKTOPOB
(Lopez-Gonzalez et al., 2019).

[TocTTpaHCKPUNIIMOHHBIE MEXaHU3MBI PETYJISIIUN TCHOB
MeTaboJIM3Ma KpaxMaa MajJou3ydeHsl. B 1enom nocrrpan-
CKPUITIOHHAS PETYIISILINS OCYIIECTBILIETCS PsZIOM (PaKTOPOB,
takux kak PHK-cBsspiBatonue 6enku, MukpoPHK, anprep-
HaTUBHBIN CIUTAWCHHT, Onaromaps 4eMy PacTEHUS MOTYT
OBICTPO PENpOrpaMMHpPOBATh CBOM TPAHCKPUITOM B OTBET
Ha BHYTPEHHHUE U BHELTHUE CTUMYIIBL. Y KapToders MoKa3aHo
BIIMsTHHE (hoTONIepro/ia Ha Mpoduiy skcripeccurt MUKpoPHK
IIPU POCTE ¥ PA3BUTHU KITyOHEH: TeHbI-MUIIeHu yist qudde-
peHImanbpHo dKcnpeccupytomuxcs MukpoPHK konupyror
TpaHCcKpuIimonHsie Gpaxtopsl 1 PHK-cBsI3bIBatommecs pery-
nsTopHeie 6enku (StGRAS, StTCP2/4 n StPTB6) (Kondhare
etal., 2018).

Crnenyromuii ypoBeHb — HOCTTPAHCIISIIUOHHBIN, KOTOPBIN
3aKJII0YAETCs B PETYISINH aKTHBHOCTH OGJIKOB C TIOMOILBIO
AJNIOCTEPUYECKOr0 KOHTPOJIS, IPH KOTOPOM ITPOUCXOTUT
CBsI3bIBaHUE Y(PPEKTOPHON MOJICKYJIBI C HEKATATUTUICCKUM
caiitoM (hepMeHTa, 3a CUCT Yero MEHSFOTCS €ro KoH(opmarus
Y KaTaJINTUYECKUE CBOICTBA U, B CBOIO 04€penb, Cliennpud-
HOCTh M B3aUMOJICHCTBHE C IpyruMu Oenkamu (Zeeman
et al., 2010). AutocTepudeckast perysisIius BKIFOYaeT B ceOs
(hochopunpoBanue 6enKoB, HOPMUPOBAHHE UX MYIBTHMEP-
HBIX KOMIIIEKCOB M JUCYb(GUIHBIX MocTHKOB (Kotting et al.,
2010; Zeeman et al., 2010). [Tokazano, uto MHOTHE (PEPMEHTHI
MeTabonm3Ma kpaxMana y A. thaliana, Takue xax PGI, PGM1,
AGPase, SS3, GWD1, GWD2, DPE2,AMY3, BAM1, BAM3,
LDA, pGleT u MEXI, naxogarcs B ¢pochOpHIHPOBAHHOM
craryce (Kotting et al., 2010). ¥V xaprodenst HamIsIAHBIM
npuMepoM QepMeHTa, MOJJIeKAIIEr0 alJIoCTePUIECKOM
perymsiiuy, ssisgercs AJld-rioko3onupodochopuiiaza
AGPase, xoTopasi aKTUBUPYETCSI B IPUCYTCTBUU 3-(ocdo-
DIMIEPUHOBOM KUCIOThI M UHIMOMPYETCsl HEOPraHUIECKUM
tdocdarom (Sowokinos, Preiss, 1982). B 3aBucumoctn ot
OKHCIIHTEITFHO-BOCCTAHOBUTENEHOTO cTaryca KieTkin AGPase
MOKET 00paTMMO WHAKTUBHPOBATHCS 3a CUET 0Opa3OBaHUS
JUCYIB(UIHBIX MOCTHKOB MEXK/y MaJIBIMU CYObEIMHUIIAMHI
rereporerpamepa (Ballicora et al., 2000).

depmMeHThI MOTYT COOMPAThCsl B KOMIUIEKCHI, U3BECTHBIE
Kak «Mmetabononb» (Sweetlove, Fernie, 2013). Komrutekcsi,
obOpasoBaHHbIe (hepMeHTaMU OMocuHTe3a Kpaxmana SSIII,
SSIIa, SBEIla u SBEIIb, obHapykeHBI B 3HIOCIIEpME pa3-
BuBarommxcs ceMsH 3makoB (Tetlow et al., 2008). O6pazoBa-
Hue OenmkoBbIX KoMIutekcoB PTST2 u SS4 nponcxoxut npu
MHHULUALUKE 00pa30BaHMsl KPaXxMaJIbHON IPaHYJIbI B JIUCTHAX
Arabidopsis (Seung et al., 2015, 2017). V kaprodens u30-
amuiiasel ISA1 u ISA2 dopmupyroT reTepoTeTpaMepHsblit
KOMILIEKC, KOTOPBIH KOHTPOJIUPYET 00pa3oBaHUE IpaHyI
kpaxmaina (Bustos et al., 2004).

3aksnioyeHne

Pactymas HeoOXOOMMOCTh B MPOM3BOJICTBE Kpaxmasa Juls
HYX IMPOMBIIIIJICHHOCTH JCJIaCT KpaﬁHe AKTyaJIbHbIM U3Yy-
YeHHEe ero MeTaboNIM3Ma y pacTeHuH kKapToderns, B 0COOeH-
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HOCTH B KIIyOHsIX. 3a IOCJeIHUEe TPH ACCATHICTUS ObLI
MOTy4eH OONBIION 00hEeM JaHHBIX O KIIFOYEBBIX (hepMeHTax
MeTabosim3Ma Kpaxmaja M yIJIeBOJHOTO oOMeHa pa3ind-
HBIX BUJIOB PAaCTeHMH (KaK CEIbCKOXO3SHCTBEHHBIX, TaK U
MojensHOT0 00bekTa A. thaliana). HecMoTps Ha TO 4TO B
o0mux 4yeprax cxema OMOCHMHTE3a Kpaxmaja OJMHAKOBa y
M3YYECHHBIX BUIOB, HAOIIOIAIOTCS M CYILIECTBEHHBIE Pa3IHIHs,
CBSI3aHHBIE C TIPIICYTCTBHEM MHOXKECTBA H30(OpM (DepMEHTOB
1 0COOCHHOCTSIMH MX (PYHKIUH, Pa3IHYarONIIMUCS ITyTSIMH
TpaHcropra MeTadoiuToB (Harnpumep, Tpancrnopt AJ[dD-
TUTIOKO3BI Yepe3 IIIACTHIHY0 MEMOPAHY Yy 371aKOBBIX), a TAKKE
CJIOKHOM M MHOTOYPOBHEBOI CHCTEMOM PETYIISIIN, KOTOpast
yIpaBJsieTcsl KaKk BHEMIHUMH ((OTONEpHO], TeMIeparypa),
Tak W BHYTPEHHUMH (akTopaMu (eficTBue (PUTOrOPMOHOB,
merabosmToB, MUKpoPHK, perymstopusix OenkoB). Tak, B
reHome kaprodens Solanum tuberosum uneHTUGUIUPOBAHEI
M30TEHBI, KOANPYIOMNE HMIECTh U30(OpM KpaxMalCHHTa3,
CeMb — CaXxapo30CUHTa3, ICBATh — J-aMuiIa3, ¥ MO TPU-TISTH
n30(OpM KpaxMaBeTBSIIUX 1 Apyrux ¢pepmentoB (Van Hars-
selaar et al., 2017).

@OyHKIMSI MHOTHX U30(OpM (HarmpuMep, OOJIBIINHCTBA O 1
-ammnaz) no cux mop HemsBecTHa. JJist psa U30reHOB I10-
KazaHa KiryOHecnienuuaHas sxcrpeccus (SuSy4, SS5, SBE3,
APL3, PHOla, PHOI1b, GPT1.1, GPT2.1, SEX4, NTT2), a
TaK)Ke U3MEHEHMsI aKTHBHOCTH Ha Pa3HBIX CTaAMsX Gopmu-
posanus kryoneit (Ferreira et al., 2010; Van Harsselaar et al.,
2017). Ormeueno cnennguyHoe ydactue n3odopm amuias
IpU JIerpajialiiy Kpaxmajia 1 MeTaboIi3Me YIJICBOIOB TIPH
xononoBoM ocaxapuBauHuu (AMY23, BAM1, BAMY9) (Hou et
al., 2017). BeIsiBIIeHO Taroke BIAMSHUE psijia pa3InIHbIX (haKkTo-
OB Ha IPOLIECC HAKOIJICHHSI Kpaxmasia P Pa3BUTHH KITyOHSI:
TpaHckpunuoHHbIX (hakropoB (LOB, TIFY5a, WRKY4),
(bUTOropMOHOB (AayKCHH, aOCIM30Basi KHUCIIOTA), CaXapoB H
MukpoPHK, coneprkanue KOTOpbIX MOJKET OIIOCPEI0BATh BIIU-
suue poroneprona. [Ipu 3Tom nHGOpMALIHS O PYHKINSIX MHO-
rux n30(hopM hepMeHTOB 1 0 Oesrkax-yJ4acTHHKAX Iporecca,
BBITIOJTHSIOIINX PErYJISITOPHBIC U HAITPABIISIOIINE (QYyHKIIUH B
mporiecce MeTaboi3Ma Kpaxmasa B paCTeHUSIX KapToders, 10
CHIX ITOp OCTaeTcsl HeNMOJIHOM. J{iIst pereHus 3Toit mpooIeMsl
[PeJIaraloT UCHOJIb30BaTh COBPEMEHHBIE METOABI, TaKUe
KaK COBMECTHBIH aHaJIM3 MeTaboloMa M TPaHCKPUITOMA
BHYTpPHU OT/AEJIbHOH KiteTkH 100 Tkanu (Lopez-Gonzalez et
al., 2019). [lepcrieKTUBHBIM J1JIsI [TOMCKA HOBBIX KOMIIOHEHTOB
SBIISIETCA TTOJXOA MPOTEOMHKH «CHH3Y-BBEpX» (bottom-up)
(Helle et al., 2018). Hanpumep, nipu ananuze 36 6eKoB, cBs-
3aHHBIX C KpaXMaJIbHBIMU TpaHyJIaMu KapToderist, KpoMe yxe
M3BECTHBIX (PepMEHTOB MeTaboIM3Ma Kpaxmaja ObUTH BbI-
SIBJICHBI HAITPABJISIOIINE U PETYISTOPHBIE OCIIKH, OTTMCaHHBIC
y Arabidopsis: PTST1 (Protein Targeting to Starch), ESV1
(Early StarVationl) u LESV (Like ESV), a Taxske ”HTHOUTOPHI
nporea3 tuna Kynurn (Kunitz-type proteinase inhibitor),
tuopenokcud (TRX) m rmyratnonnepoxcuaasza (GPX),
KOTOpBIE YYacTBYIOT B IIPOIECCE OKHUCIUTEIbHO-BOCCTA-
HosutesnpHOU perymsiiun (Helle et al., 2018). PazBepuyTas
nHdopmManus 000 BCeX KOMIOHEHTaX, NPUHUMAIOIIUX
ydacTHe B Ipolecce MeTaboian3Ma Kpaxmala, 1 O CXeMe
UX B3aMMOJICHCTBHUS, B TOM YHCIIE IPH MEHSIOIIUXCS yCII0-
BUSIX BHEUIHEH Cpe/ibl, O4€Hb Ba)XKHA JUIs TIOJIyYEHUS] COPTOB
KapTodesi C MOBBIILICHHON MPOAYKTUBHOCTBIO 1 33 JaHHBIMHU
CBOMCTBAaMHM Kpaxmaia.
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