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% O030p MOCBsILLEH aHAIU3Y MOJIEKYJISIPHbIX MeXaHH3MOB TPAHCIOPTa YrJIeBOAOB NpU (GopMUpOBaHUM apOyCKYJISIPHOH MHKO-
pusbl (AM) — 1IHPOKO pacrpocTpaHeHHOro cUMOHO03a Ha3eMHBIX pacTeHuil ¢ rpubamu nonotiena Glomeromycotina. B pe-
ayabtate o6pazoBanusi AM-cuM6H03a pacTeHHe MoJydaeT oT MHKOCHMOMOHTa MHKPOSJIEMEHTbI, NaBHbIM 06pazom occop,
a rpué — TPOLYKTbl acCUMHUJSILMK yriepoaa. B cBsasu ¢ obauratHbiM cratycoM AM-rpuGoB MO OTHOLIEHHIO K PaCTEHHsIM
M3yueHHe MeXaHM3MOB TPAHCIOPTAa CaXapoB B PACTEHUs] U MEXIy pacTeHHeM W CHMOHOHTOM SIBJISIETCS METOIAMUECKH CJIOXK-
HOll 3aauell. B o630pe nepeuuciieHbl MeXaHH3Mbl TPAHCIIOPTA YIVIEBOLOB B KJeTKax JIUCTA, a TaKKe IepeMelleHHs caxapoB
B KJeTKax KopHsl. Ocob6oe BHUMaHHe Y[eJeHO W3MEHEHHIO CIeKTpPa TPaHCIOPTepOoB MpH (HOPMHUPOBAHUU apOycKyJ, a Takike
BbISIBJICHNIO crieuduunbX 418 AM nepenocunkos. [TpemiorkeHbl opHruHasbHble 0606MIalolIie cxeMbl. PaccMartpuBaeTtcst
3HadeHue oTkpbiToro B 2010 r. cemeficTBa JByHanpaBJieHHbIX 3HeproHe3aBUcHUMbIX TpaHcrnoprepo — SWEET (Sugars Will
Eventually be Exported Transporters), Bkatouaioiero cneuuduunsie st AM yuunoprepbl. OG001IeHbl Pe3ybTaThl aKTHBHBIX
HCC/IeIOBAHMI SKCTPECCHH TeHOB, KOJMPYIOLIMX TpaHCHopTephl pacTenuii B KaeTkax pactenuii 6es AM / ¢ AM ¢ apGyckyia-
mu / ¢ AM Ges apOycky.i. [IpuBojsitest qanible 0 reHax, KoAMpyIOLUMX y rPUOOB Gesiki ceMelcTBa MOHOCAXapUIHbIX TpaHC-
noprepos MST (Monosaccharide Transporters), HekoTopble M3 KOTOPBIX IPUHUMAIOT yuyacTHe B [PSIMOM TPaHCIIOpTe caxapoB
13 MOYBbI BO BHEKOPHEBOH Mulle inil AM-rpr6oB.

% Katouesble cioBa: apOycKyJisipHasi MUKOPH3a; TPAHCIOPT caxapoB; caxaposa; [VII0K03a; retbl Tpatcnoprepos caxapos; SWEET;
SUT; MST, cummniacT; anorJacr.
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% The review is aimed to analyze molecular mechanisms of carbohydrate transport during the formation of arbuscular mycor-
rhiza (AM), a widespread symbiosis of plants with Glomeromycotina subdivision fungi. Due to AM-symbiosis, plants receive
microelements, mainly phosphorus, and fungi are supplied by products of carbon assimilation. The study of sugar transport mecha-
nisms in plants as well as between plants and symbiont is methodologically difficult because of the obligatory status of AM fungi.
The mechanisms of carbohydrate transport in leaf and root cells are concerned, particular interest is paid to transporters, specific
to AM structures. Several resumptive schemes are designed. SWEET family of transporters (Sugars Will Eventually be Export-
ed Transporters), including AM-specific uniporters are reviewed. We summarize results on expression of genes encoding trans-
porter in cells of plants without AM, in AM-plant cells with arbuscules and AM-plant cells without arbuscules. The data on genes of
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MST proteins family (Monosaccharide Transporters) participating in direct transport of sugars from the soil to the foliar mycelium

of AM fungi are considered.

% Keywords: arbuscular mycorrhiza; sugar transport; sucrose; glucose; sugar transporter genes; SWEET; SUT, MST; sym-

plast; apoplast.

BBEJJEHNE

AxryasbHast Ipo6JieMa COBpeMeHHOH OHOIOTHH CUMOHO-
30B 3aKJ/I04AETCS B BBIABICHUM MEXaHU3MOB CHMOMOTHYECKOH
(P PEKTUBHOCTH pacTeHHil ¢ rpudamMn apOyCKYNPHONR MHKO-
pu3bl (AM). AM — 310 HauboJee pacpoCTPAHEHHBIH PU30-
cepublii cum6103, hopmupyembiii pactennsivu (> 92 % ce-
MeHcTB) ¢ rpubamu mopotaena Glomeromycotina otuena
Mucoromycota [1]. AM pacripocTpaHeHa OT aJbNHHACKHX
JIYTOB JIO TYHAPHI U MyCTbIHb, MPOSIBJSIS HauboJbliee GHO-
pasHooGpasue cooOl1ecTB B 30He Taiiru [2, 3]. B HacTosiiee
Bpemst AM aKTHBHO MCIMOJIb3YeTCsl NP CO3IAHHH HCKYCCT-
BeHHbIX arpocucteM. [lepexon K GHosOrHYeCKOMY 3eMJlesie-
JINIO HEBO3MOXKEH 0e3 MOHUMAaHHs MeXaHH3MOB (OPMUPO-
BaHUST U Pa3BUTHsI 3(P(HEKTUBHBIX PACTHTENBHO-MHKPOOHBIX
B3aUMOJICHICTBUH B Npee/ax arpo3KOCHCTEM.

[lo coBpemeHHBIM MpejCTaBAEHUSIM, HMEHHO AM-TpHUOHI
ofecreunii BO3MOKHOCTb PACTEHHSIM 3aHSTh IKOCHCTEMBI
cyumm moutu 0,5 MJIpA JIeT Ha3a ¥ TeM CaMbIM ChIFPaJH KJto-
UeBylo poJib B (POPMHPOBAHHH COBPEMEHHOro OOJHMKa OGHO-
cepsi [4]. B ycnoBHsAX cumMOH03a rpu6 MOJydaeT OT pacTeHHst
YIJIEBO/BI U XKUPHBIE KUCJIOTBI, MPUIEM JKHPHBIX KHCJOT —
10 70 % 0T Beero o6beMa NoJlyueHHbIX MeTaboUTOoB [5, 6],
TOIJIA KaK pacTeHne-xo3suH noJydaet ot AM-rpuba docdop,
BOJy W Psil MAKpO- U MHKpo3aJsieMeHToB [3]. Takum oGpasom,
sddexruBHocts AM-cnm6ro3a, BeposiTHO, BO MHOTOM 3a-
BUCHT OT MHTEHCHBHOCTH TPAHCMOPTHBIX mpoueccoB. Oco-
60e 3HaueHHe HMeeT TPAHCMOPT METAGOJUTOB OT PACTEHHS
K MHKOCHUMOMOHTY, KOTOPbIH caM He CrocoGeH K aBTOTPOd-
HOMY TTHTAHHIO U IUMHUTHPOBAH B CHHTe3€e HEeOOXOIUMBIX eMy
OpraHMYecKHX BEIIeCTB, a MOTOMY $IBJsieTcsl OOJUraTHBIM
CHUMOHOHTOM pacTeHuil [3]. B ciyuae Hapyuienusi yrieBos-
HOTO MeTab0/1M3Ma H/W1Ku TPaHCropTa ero MpojyKToB K MU-
KOCUMOHOHTY PaCTHTEJ/IbHO-MHKPOOHOE B3aUMOJECHCTBHE MO-
JKET H3MEHUTBCS: TIEPEHTH OT MyTyaTMCTHIECKHX OTHOILIEHHI
K napasutuieckum [3, 7, 8). BoisiBieHue reHOB, KOIHUPYIOLIHX
(hepMeHTBI, yUacTBYIOLINE B PEryJslMH HHTEHCHBHOCTH yrJIe-
BOJHOTO MeTa00J/IM3Ma, a TaKKe TPaHCIOPTEPbl METAOOIHTOBR
pacrenusi-xo3siuna B AM, GyeT croco6CTBOBAT MOJYIEHHIO
HOBBIX 3HAHHH 0 (POPMHUPOBAHHU M PA3BUTHH 3(P(EKTHBHOTO
AM-cum6uosa. B 063ope npejicraBieHbl cCOBpeMeHHbIE JIaH-
Hble O COCTOSIHMM UCCJIIOBAHUI B 00JIaCTH U3ydEHHUS yriie-
BOJHOro O06MeHa M TpaHCIOpTa MeTaGOJMTOB B PACTEHHSIX
B orcyrcTBiHe AM-rpHOOB M MPH HX HHOKYJISILIMH.

TPAHCNOPT CAXAPOB U3 HAJ3EMHbIX YACTEMN
PACTEHUN

B pesynbrate wucc/ienoBaHWB  TpaHCropTa  yIryeBO-
J10B y 2KHUBbBIX OpI‘aHl/l3MOB B MOCJIeJJHUE OBa NECATUJIETUA
HpOLLIJIOI‘O BEKa 6bIJ]I/I HOJTy‘{eHbI JAHHbIE O LIeJIOM pﬂﬂe

6eJIKOB, Y4aCTBYIOLIMX B 3TOM [MPOLECCE: TPaHCIOPTEp
B-rasmaxkrosuna — Jakrodonepmeasa LacY, oOHapyxKeH-
Has y Esherihia coli [9]; yaunoprep riokosbl uejioBeka
GLUTI (Glucose Transporter 1) [10]; HaTpuii-r/1l0KO3HbII
cumnoptep uesoBeka SGLT1 (Sodium-Glucose Linked
Transporter 1)[11]; Tpancnioprep rimokodsl SNF3 (Sucrose
Non Fermenting 3), oGHapyxenHublii y Saccharomyces
cerevisiae (BBISIBJIEH Ha MyTaHTe, He (DEPMEHTHPYIOLIEM
caxaposdy) [12]; 6esioK MOTJIOIIEHHST TEeKCO3bl XJIOPEJIbI
HUP1 (Hexose uptake 1; mpeanonaraembiii rmokosa/
H*-cumnoptep xsopesuibl) [13]; pacTuTe/IbHBIH CHMMNOP-
Tep caxapa STP (Sugar Transport Protein), BbisiB/eH-
ublit y Arabidopsis thaliana [14], npoxKeBoil reKCO3HbIN
yuunoprep Hxt (Hexose Transporter), oGHapy:KeHHbIIl
y S. cerevisiae [15]; pacturennHbii caxaposa/H*-cum-
noprep SUT (Sucrose Transporters) [16]. B pesysbrate
Pa3BUTHS 9TOrO HANPABJIEHHS Y PaCTeHUI ObLIM JIeTaJbHO
OIMHUCaHbl MyTH TPaHCIOpPTa CaxapoB KaK BHYTPH KJIETKH,
Tak M MexXIy pasnuuHeiMH opranamu [17—20]. B 2006 r.
ObLIN WIEHTH(PUIHPOBAHBI TOHOTIIACTHBIE OEKH-aHTHITOP-
Tepbl MoHocaxapos cemefictea TMT (Tonoplast Mono-
sacharide Transporters) [21]. [Tosnuee, B 2010 r. Gbliu
oOHapy’KeHbl  [IByHAIPABJIEHHbIE  YHHIIOPTEPBI  CAXapoB
cemeiictea SWEET (Sugars Will Eventually be Exported
Transporters) [22]. B 2015 r. 6bi10 nokazaHo, 4to 6eJsoK
BVIST2.1 cBeknbl oGbikHOBeHHOH (Beta vulgaris Tono-
plast-localised Sucrose Transporter 2.1) xapakrepusyercs
BBICOKHUM CXOACTBOM AMHWHOKHCJIOTHBIX ITOCJEI0BATEJIbHO-
CTeH C YIEHAMH CEMeHCTBA TPAHCIIOPTEPOB MOHOCAXAPHIOB
TOHOMJIACTOB, BhisiBJeHHbIX Y A. thaliana, na ocHoBaHuu
4ero aBTOPbLI NMEPEUMEHOBANM 3Ty Ipynny OeJIKOB B «TO-
HoractHele TpaHcnoptepsl caxapos» — TST (Tonoplast
Sugar Transporters) [23]. OO60061ieHle HAKOMJIEHHBIX
K HacCTOsilIEMY BpPEMEHH AAaHHBLIX MO3BOJIFCT MPEAJT0KHUTL
CBOJIHYIO CXEMY CHHT€3a M TPAHCIOPTa CaxapoB B JIMCThSIX
pactenuii (puc. 1).

Ha puc. | npencraBiena COBOKYMHOCTb MPOBOJSIIINX
TKAHeH — KCHUJIeMbl ¥ (pJIOIMHOrO KOMIJIEKCa, KJIETKa
Me3o(HIIa JIMCTa, B KOTOPOH MPOMCXOAUT CHHTe3,/mpeo-
GpasoBaHue yrJIEBOMOB, a TAKXKE MEXaHU3Mbl arorJiacT-
HOTO ¥ CHMIUIACTHOTO TpPaHCMOpTa caxapos. B cBeroByio
(hagy orocHHTe3a Ha MeMOpaHaX TUJIAKOWIOB MpH yua-
CTHU XJIOpPO(HUJIIA SHEPTHsT CBETa peoGpadyercsi B Hep-
M0 XUMHYECKHX CBﬂBeﬁ, HOCHTEJAMHU KOTOpOﬁ ABJIAIOT -
csl MOJIEKyJbl  afieHo3uHTpudocdoprort kucaotsl (ATD,
anrsi. ATP) u HUKOTHHaMWIAJeHHHAHHYKIeoTHADOoChaTa
(HA®, anra. NADP) ((D Ha puc. 1). dtor mporuece co-
MpspKeH ¢ CUCTeMOH (oTosm3a Bojibel. B TemHOBYyIO (hasy
(oTOCHHTE3a B CTPOME XJIOPOIIacTa B peayJbrate paGo-
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Thl pubyJso3o6uchocharkapbokcunassl (Pybucko, aHr.
Ribulose-1,5-bisphosphate carboxylase / oxygenase,
Rubisco) npoucxomut dhukcauus yrjaeKucJaoro rasa B K-
ne Kanbeuna (y C,-pacrenuii, (2) Ha puc. 1), cuntesupy-
€TCq psil OpTraHUYECKUX COGﬂHHeHHﬁ, B TOM 4YHUCJE TpPH-
o3otocdar (Td), koTopulil 160 TMocpeacTBoM (ochat/
tprosotdocdar-antunoprepa — TPT (Triose Phosphate/
phosphate Translocator) [24, 25] nokumaet cTpomy Xm0-
poriacta W MocTynaer B LKMTO30Jb KJIETOK Me3oduiuia
(® Ha puc. 1), 1M6o Mpu HapyLIEHHH OTTOKA TPHO3 3araca-
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etcsl B popme kpaxmana («Kpa» na puc. 1). B nnacrunax
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csl BO3MOXKHOCTD JUISi €€ 9KCIOopTa MOCPEJICTBOM MJIaCTH/L-
Horo Tpancroprepa ramokoss — pGleT (pGlet/SGBI,
plastidic Glucose Transporter / Suppressor of G protein
Betal)[26, 27] B unuto3osb kiaetku ((4) Ha puc. 1). Boamo-
JKEH TaKyKe TPAHCIOPT MaJbTo3bl U3 MJIACTH/L TOCPEJICTBOM
XJIOPOIJIACTHOTO TpaHcnopTepa Mmanbrodel | — MEXI
(chloroplast Maltose Exporter 1; (& wna puc. 1) [28]
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Puc. 1. O6uwas cxema TpaHcrnopTa caxapos M3 HaJa3eMHbIX yacTell pactenudt (ro [17—20], ¢ uam. u pomn.). I[Nl — nnasmoznecma,
Man — magbrosa, Kpa — xpaxmai, Xan — xaopormaact, Rubisco — pu6ynosoGuchocharkapGokcuiaza/okcurenasa
(Ribulose bisphosphate carboxylase/oxygenase), Bak — pakyosb, AT® — anenosuntpudocdar, AIIO — anenosnn-
mdocdar, HAIIOH — BoccraHoBsieHHast popMa HUKOTHHAMUAaAeHUHMHYKAeoTuadocdara, [IK — uuka Kanbsuna,
& — wneopranunueckuit opropocdar, T® — tpuosodocdar, YI1D-@ — ypununanudocdarraiokosa, @-6P — riaokoso-
6-docdat, HXK — rekcokunaza, @@ — caxaposa, rekcosnl: @ — rioko3a, @ — ¢pykroda, OI'P — osmurocaxapubl
rpynbl paddunos (Raffinose Family Oligosaccharides), Clnv — nuronsasmartuueckas nupeprasa (Cytosolic Invertase),
VInv — BakyosisipHasi uuBeprasa (Vacuolic Invertase), CWInv — unBeprasza kaeroutoil crenku (Cell Wall Invertase),
[Tosn — mosuodibl, HATPUMeEp, COPOUTON U MaHHUTOJ, VIHT — uHO3uTOJ. [1/1s1 yNpoLleHHsl COMOCTaBAeH s TEKCTa U AaH-
HBIX, TIPEJCTaBJEHHBIX HA PUCYHKAX, MPOBeeHa CKBO3HAsl HyMepallusl MepeHOCUMKOB U (DepMEHTOB, KOTOpast Mpe/cTaBJIe -
Ha LH(pPaMHU B KPY2KKaX; aHAJOTHUHbBIHA MOJX0/] HCTOJIb30BaH B cTaThsix [ 19, 20]
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CPEJICTBOM TpaHcnoprepa caxaposbl 4-ro tuna — SUT4
(SUcrose Transporters of type 4; ® Ha puc. 1), Ha mem-
Opane niactun [17].

B uuronsiasme Me3doduiia MPOUCXOAUT MpeoOpas’o-
BaHWe Tpuo3odocdara B TIOK030-6-pochar H 3aTeM
B ypununaudocdat-raokosy (4 na puc. 1) [17], a Takxke
thocopuaupoBaHue TJIIOKO3bl 3a cueT paboThl (hepMeH-
Ta rekcokuHasel-1 ((8) Ha puc. 1) [29]. Pepment HXKI
(Hexokinase 1), oTBeuatouuii, COrJIaCHO COBPEMEHHbIM
MPEJICTABJICHUSIM, 33 BOCIPUSITHE W Mepeaadyy MeTaboJiu-
YECKHX CHIHAJIOB, OMOCPEIyeT MHAYLHPOBAHHYIO [JIIOKO30M
perpeccuio reHoB, CBA3aHHbIX ¢ POTOCHHTE30M, TAKHX KakK,
HanpuMmep, reH mMasoi cyobemnnibl Rubisco [30, 31]. ITo-
KasaHo, UTo cBepXx3Kcnpeccust rena HXKI y apadunoncuca,
TOMAaTa W puca NpuBOJUT K CHUKEHHIO POCTA, YMEHbIICHUIO
coliepxKaHus XJ0pouiia, YrHeTeHHIo (DOTOCHHTEe3a U He-
raTHBHO BJMsieT Ha sKcnpeccuto rbeS [31]. CaxaposocuHTa-
3a (SuS — Sucrose Synthase) karanusupyer oGpartumyio
peaKiuio W MOTOMYy y4acTBYeT KaK B CHHTE3€¢ Caxapoabl
U3 YpHAMHANDOCHATIIIOKO3bl U (DPYKTO3BI, TAK U B €€ Ka-
tabosmame ((9) Ha puc. 1) [17]. SUS — ruukosuarpanc-
(epasa, Kak roJaraior, irpaeT OCHOBHYIO PoJib B oGecrie-
UeHHH aKTHBHPOBAHHOH hopmbl ToKo3bl (UDP-riokossl,
ypunuuandocedarraokosbl, anrsi.  Uridine  diphosphate
glucose) npu cuHTe3e Lenton03bl. Y Medicago truncatula
uieHTHUIMpoBaHo naTh reHoB SUS [32]. Mmeetcsa psin
topm caxaposdocunras (SUS), crneunduuHbX A8 pasHbIX
TKaHeil pacreHuil. OOBMHO CEMEHCTBO CaxXapo30CHHTA3
MPEJICTABJICHO Y PA3JIHYHLIX PACTEHHH LIECTbIO (hopMamu,
CTPYMIHPOBAHHBIMH B HECKOJIBKO MOAceMeHcTB [33—35].
[Ipu cmeHe cramuii pasBUTHSI JIHCTA 3IKCIPECCHPYIOTCSI
pasHbie popmbl SUS. CHHTE3 caxapo30CHHTa3 yCHIIUBAeTCs
B CTPECCOBbBIX YCJIOBUSAX [36].

[uronnasmaTtnueckas  uHBepraza Clnv  (Cytoso-
lic Invertase) [17] mpuHHMaeT yuacTHe B paclienJe-
HHUW caxapo3bl J10 TJIIOKO3bl H CbpyKTO3bl B LHUTOIJIa3Me
KJeTKu-aoHopa ((10) Ha puc. 1), BakyoJsipHasi HHBepTasa
VInv (Vaculic Invertase) [17, 18] — B Bakyo/au KJeT-
ku-ponopa (1) Ha puc. 1), MHBepTasa KJAETOUHOH CTEH-
ku CWInv (Cell Wall Invertase) [17, 18] — B npocTpaHcT-
Be KjeTouHol crenku (1) Ha puc. 1). Caxaposa u3 BakyoJiu
B LUTOIJIA3My Me30(uJjia MOCTyNaeT MOCPEICTBOM CHM-
noprepa caxapo3sl SUT4 ((2 na puc. 1), xotopsiit jo-
KaJM30BaH B TOHOIJIACTe BakyoJsell me3oduina [37—39].
OTmMeTHM, UTO He BCe TpaHcnoprepbl U3 cemeiictea SUT4
JoKaausytotess B MemOpaHe Bakyosau [38]. C npyro# cro-
POHBI, MOCTYNJIEHUE CaXapOo3bl U3 HUTOIJIA3Mbl B BaKyOJIb
OCYILIECTBJISIETCSI, BEPOSITHO, 3a CUET JBYHANPABJICHHOTO
9HEPrOHE3aBUCHMOr0 TPaHCIIOpTepa caxaposbl 4-ro Tumna
(cbacunuraropa, facilitator), oGHapyxenHoro y Pisum
sativum v Phaseolus vulgaris, — SUF4 (SUcrose Facili-
tator 4; (3 na puc. 1)[17, 40]. DkcrnopT rJIIOKO3bI U3 Ba-
KYOJIH TIPOUCXOUT MOCPEACTBOM NpescTaButess ERD6-mo-
JOOHBIX MOHOCAXapUIHBIX TpaHcnoptepos (Early-responsive
to dehydration protein 6), JiokajiH3oBaHHBIX B TOHOTJIA-

cre — ESLI1 (Early-responsive to dehydration Six-Like
1; @ na puc. 1) [17, 27], a BbiBox PpyKTO3bI — 3a CUET
oeqika cemeiicrea SWEET, yioka/qn3oBaHHOTO B TOHO-
njacte kjaetok mesoduana (Sugars Will Eventually be
Exported Transporters; (4) na puc. 1) [19, 22, 41]. Tlo-
TJIOLEHHE TUIIOKO3bl H (DPYKTO3bI B BaKyOJ1b OMOCPEIOBAHO
TOHOMJIACTHBIM MeMOpPaHHbIM TPAHCIIOPTEPOM TeKCO3 —
TMT (Tonoplast Membrane Transporters; (5 na puc. 1)
[17, 21], a rOKO3bI — BaKyoJSIPHBIM MOHOCAXapH/-
HeiM tpancrnoprepom — VGT (Vacuolar Glucose Trans-
porters; (6 Ha puc. 1) [42]. Tpancnopt uHO3HTOJIA U3 Ba-
KYOJIM ONOCPEA0BAH CHMIIOPTEPOM HHO3UTOJA INTI
(Inositol Transporter 1; (7)) Ha puc. 1) [17].

CHMIIaCTHYECKUH MyTh TPAHCIIOPTA CAaXapo3bl U3 KJle-
TOK MESOqI)I/IJIJ'la B TapeHXUMHbIE KJIETKH MPOXOJUT Hepe3
nJaasmoziecmMbl. TeM cambIM TPaHCIOPT caxapoB OT KJETOK-
JIOHOPOB JIO0 KJIETOK TPOBOJISILINX 3JIEMEHTOB (PJIO3MbI MO-
)KeT ObITh TOJHOCTbI0 cumMmiactiueckum [20]. B npouecce
TpaHcropta Bo (JI09Me B KJETKax-CIyTHHLAX MOCPEJICT-
BoM paddunozocuntazsl — RaS (Raffinose Synthase;
Ha puc. 1) [18, 43] u3 caxaposbl 06pa3yloTcst OJIUTO-
caxapuipl rpynmbl paddunod (OI'P) — RFO (Raffinose
Family Oligosaccharides), uTo noBblllIaeT MHTEHCHBHOCTD
tpancropra. [lpeanonaraercsi, uto OI'P cummniactiuecku
TMepeHoCsATes Yepes Ma3mMoleCMbl B MTPOBOJISLINE /1€MEH-
Tbl M TIOCTYMNAIOT jlajiee B KJIETKH, notpebJsioliie caxapa,
MoKa HeHW3BeCTHbIM criocobom [18].

Anoniactuueckuil myThb BKJOYAET TPAHCIOPT CaxapoB
uepes KJIETOUHYI0 CTEeHKY, Ky/a IJI0Ko3a MoCTyrnaeT U3 -
TOIJIa3Mbl B pe3yJibTate paboThl TPAHCIOPTEpPa CeMEHCTBA
SWEET (19 na puc. 1)[19, 22, 41], a dppykroza u nosmo-
JIbl — TOCPEJICTBOM CHMIIOPTEPa MOHOCAXapOB W MOJHO-
noB — PMT (Polyol/Monosaccharide Transporter;
Ha puc. 1)[17]. O6paTHbI# TPAHCMIOPT IIIOKO3bl U (PPYKTO-
3bl U3 MPOCTPAHCTBA KJIE€TOUHOH CTEHKH B HUTOTIJIa3My KJie-
TOK Me3ou/Ia ocyllecTisiercs OGgaroaaps akTHBHOCTH
STP, orHocsmMxcst K Tpynne MOHOCAXapHIHbIX TPaHCMOP-
tepoB MST (Sugar Transport Protein; Monosaccharide
Transporter; @) Ha puc. 1) [17]. B tpancnopre nosnoson
yuactByioT TtpaHcrnoptepel rpynn SOT (Sorbitol Trans-
porter) n MAT (Mannitol Transporter) — cummnoprepsl
copOuTOsIa ¥ MAaHHUTOJIA COOTBETCTBeHHO (@) Ha puc. 1)
[44]. Wssectno 17 tpancnoprepos SOT (@ na puc. 1)
[20]. Tpancnopt caxapo3bl M3 MPOCTPAHCTBA KJETOUHOM
CTEHKH B LIUTOMJIA3My OMOCPEIOBAH PSJIOM MEPEHOCUMKOB:
BEPOSATHBIM MePEeHOCUMKOM caxaposbl 1-ro tuna — SUFI,
oTKphIT y ropoxa u dacosu (SUcrose Facilitator 1; @) na
puc. 1) [17, 40]; cneunduyeckum TpaHCMOpPTEpPOM caxa-
pos us cemeiictrea SWEET (@ na puc. 1) [19, 22, 41],
a Takxke caxaposa/H*-cumnoprepom 1-ro tuna — SUTI
(pexxe SUT2/3/4/5, kotopbie MeHee M3yueHbI B CpaBHe-
nun ¢ SUTI; @) na puc. 1) [17]. B cBoio ouepeb HHO3H-
TOJI MOCTYyNaeT U3 HUTOIJIA3Mbl B MPOCTPAHCTBO KJIETOY-
HOH crenku 3a cuet TpaHcroptepoB INT2 u INT4 (Inositol
Transporter 2/4; @ na puc. 1) [17].
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B kneTkax mapenxuMel (uosMel (@) Ha puc. 1)
¥ KJeTKax-cryTHuuax (@) na puc. 1) npoucxomut aBy-
HampaB/JeHHbIH  TPAHCIOPT  Caxapo3bl  MOCPEJICTBOM
crielUUECKUX  TPAHCIOPTEPOB  caxapoB  CeMeHCTBa
SWEET [19, 22, 41], npu 3TOM caxapo3a MocTynaer ue-
pe3 anomaacT B KJeTKy-cryTHuily (@) Ha puc. 1) 3a cuer
cummnoprepos caxapossl 2-ro tnna — SUT1 (SUC2,
Sucrose transporters of type 2) [18]. dueprusi, HeoGxo-
JMMasi Ui CHMITOpTa caxaposbl, obecneynBaercss paboTou
H*-tpancnoprhosi AT®asbl, KoTopast onpejessieT rpaiu-
€HT TNPOTOHOB M TPAHCMEMOPAHHBIH MOTEHLHAJ, PEryJH-
pyemblil KanueBbiMM KaHanamu (K*-kaHanbl BXopfllero
nanpasnennsi) tvna AKT2/3 (Arabidopsis K*-transport-
er 2/3) [18]. H*-tpancnoprnas AT®aza moxeT GbiTb
JIOKAJIM30BaHA HE TOJBbKO HA MJja3MajeMMe KJETKH-CIyT-
HHUIbI, HO W Ha TUla3MajeMMe KJEeTKH fapeHxuMbl [19].
[Toctynyienne caxapo3bl B KJIETKH-CITYTHUIbI U3 KIETOYHOH
CTEHKHM OCYyLLEeCTBJseTCs Omarofaps paboTe CHUMIIOPTEPOB
SUTI u, Boamoxkno, SUT2 (SUC2 u SUC3 cooTBeTCTBEH-
Ho; G0 Ha puc. 1) [18]. UMNopT nosMo/oB B KJIETKH-CITyT-
HUIIbI W TMPOBOJASAIIME 3JEMEHTbl (JI03MbI OMOCPEyeTCs
cumrnoptepamu copoutosa U Manuurona — SOT u MAT
coorBercTBeHHO (@) 1 (2 Ha puc. 1) [44]. Kak npoucxomut
JajbHelilee pacnpeaeseHne MoJMoJ0B B KJIETKH, MOTpes-
JISTIOIMe caxapa, HeM3BeCTHO.

Ha zak/ouuTesbHOM 3Tane anonaacTHuecKoro MyTH
TpaHCIOpTa caxaposa MocTynaetr B MPOBOJSAIIME SJIEMEHThI
(hJ103MbI U3 KJIETOUHOH CTEHKH MOCPEICTBOM CUMIIOPTEPOB
SUT2 u, BoamoxkHo, SUTI (SUC3 u SUC2 cooTBeTCTBEH-
HO; (33 Ha puc. 1) [18, 45]; nByHanpaB/eHHbIH TPaHCIOPT
caxaposbl B TPOBOJSILIIME 3JEMEHTbl (PJI0IMbl U 06paTHO
B KJETOUHYIO CTEHKY BO3MOXKEH TIOCPEICTBOM YHHIIOPTE-
pa cemeiictea SWEET (6D na puc. 1) [19, 41]. TTocne
MOCTYIJIEHUS B TIPOBOJSILIIME 3JEeMEHThl (PJIOSMbI caxapa
(caxaposa, IJII0Ko3a U (ppyKTo3a) JIOCTABJAIOTCS K pas/iny-
HBIM ToTpebasiionim opranam (Sink Ha puc. 2) nocpen-
CTBOM TeX »Ke TpaHcrnoprepon: caxapoda — SUTI, rek-
co3bl — MST (Monosaccharide Transporters) [17, 18].
OT noTpebJ/AI0IIMX OPTaHOB B KJETKH-JIOHOPbI CaxapoB
(Source) moctynaioT BoJia 4 MUHepaJIbHbIe BEIIECTBA Uepe3
MPOBOJISIIIME TKAHU KCHJeMbl (¢M. puc. 1, 2).

MOXXHO 3aKJIIOUHTh, 4TO caxapa, sBJAsCh TepBUU-
HBIMH TIPOAYKTaMH (DOTOCHHTE3a, MPEACTAB/SIOT COO0H
TPaHCMOPTHYIO QopMy yrjepoia (caxaposa H TeKCO3bl)
U 9HEPTUH, UCIONB3YIOTCS KaK CyOCTpaThl s METab0JIM3-
Ma YrJeBOJIOB, OeJNKOB W JinmuioB. Hapsmy ¢ sTuM caxapa
paccMaTpPUBAIOTCS B KauecTBE PEry/siTOPHbIX MeCCEHKe-
POB 3KCIIPeCCHH T'eHOB B OHTOreHe3e pactenus [17, 18,
46, 47]. TlokazaHo, 4TO yreBOJHbIN MeTabOJU3M pacTe-
HUil pu popmupoBaHu AM MOXKeT CylLeCTBEHHO H3Me-
narbest [48]. o 20 % doToaccuMUIMpOBaHHBIX pacTe-
HHeM MeTaGoJIMTOB MOXKeT mnoctynath B AM-rpu6 [48].
Tem He MeHee MHOTHE MeXaHH3Mbl ITOTO Tpolecca 10 CHX
Mop HeHu3BeCTHHl. B03MOKHO, 3TO 0OYCJOBJIEHO OTCYTCT-
BHEM CMelN(UIHBIX MyTell mpeo6pa3oBaHust U TPaHCHOP-

Ta aCCUMWJIATOB Npu popmupoBannu AM, HoO Tipeanona-
raeT HaJMuue peryJisiiii akTHBHOCTH T'€HOB, KOJIUPYIOLIHUX
TPAHCMOPTEPLI, a Takxke OeJIKH-(DePMEHTbI, KOTOpble yua-
CTBYIOT B MeTabo/nu3me caxapoB [17, 49, 50]. Tem ne me-
Hee 3TO HarpaBJieHHe HMCC/eIOBAHUH ellle HeI0CTaTOuHO
padButo. Hanpumep, 10 cux mop caabo u3ydeHa JuHa-
MHKa 3KCIPECCHH T'eHOB, KOJUPYIOLIHUX TAKOH OeJIOK, Kak
Rubisco. MoxHO 0:kuJ1aTh, 4TO B OJiMzKakilliee BpeMsi Hallu
NpeCTaBJeHHs] B 3HAYUTEJbHOH CTEMeHH pacliupsATcs
B pesyJsibTaTe HUCCJEI0BAHUH, TIPOBOJMMbIX HA TPAHCKPHII-
[IHOHHOM H MPOTEOMHOM YPOBHSIX.

TPAHCNOPT CAXAPOB B KOPHW PACTEHUI

[Tocne paccmoTpenusi myTeil TpaHCropra caxapoB
no ¢uosme oT (HOTOACCHMUIIMPYIOIIMX KJETOK JIUCTa
K KJIETKaM, MOTPeOJISIONIUM 3TH MEeTa00/HThI, CJeIyeT
0OpaTUTbCA K MEXaHH3MaM pas3rpy3KH B KJETKaxX KOPHS.
Pasrpyska (JI0SMHBIX OKOHUAHHH OCYLIECTBJISAETCS CHM-
MJIaCTHYECKUM TyTEM 60 NperuMytIeCTBEHHO CUMITJIaCTH -
YECKH C NMPOMEXKYTOUHOH aroriacTH4eCcKol crtaauer nocje
t103Mmbl [D1]. K coxkanenunto, MexaHu3Mbl pasrpy3ku ¢Jio-
MBI H3yueHbl (PParMeHTapHO M OTYACTH OCHOBAHBI HA KOC-
BEHHbBIX pesyJ/ibTaTax Wiau MojesupoBanuu [51]. Ha ocHo-
BaHWKW aHaJ/hn3a MNOCJACIHUX JaHHBIX MOXKHO TIPE/ACTABUTDL
CJIEIYIONYIO CBOJIHYIO CXeMy (pHc. 2).

CHUMMNJIaCTHYECKHH ~ TIyTb ~ TPaHCHOpTa  caxaposbl
B KOPHSIX BKJIOUAET €€ MOCTYMJIEHHE 4Yepe3 Maa3mojec-
Mbl OT Source-kJeTOK (KJIETOK-IOHOPOB) B Sink-kjeT-
Ki (KJETKH MOTPeOUTEIH CaxapoB) uepe3 MPOBOMIsIIHE
9IeMEHTbl  (pJIOSMBl U JaJee 4Yepe3 KJETKH-CIyTHHIbI
¥ napeHxumy ¢Jo3mbl (@) Ha puc. 2). OrpomHoe 3Have-
HHe OTBOJAUTCS (hepMeHTy caxapo3ocHHTaze SuS, KaTta-
JM3HpYlolleMy 00paTHMylo peakilMio cuHTe3a/pacnaja
caxapo3bl B KJIETKax KOpPbl KOPHSI, I"lOTpe@HFHOHlHX ca-
xapa (@9 Ha puc. 2) [17, 52]. lluronsasmaTuyeckas HH-
Bepraza Clnv [17] npuHuMaer ydyacthe B pacllenieHuH
caxaposbl JI0 TJIIOKO3bl U (DPYKTO3bI B LHUTOMJIA3ME KJe-
TOK KOpbl KOpHA (@7) Ha puC. 2); BaKyoJsipHasi MHBepTa3a
VInv [17, 18] — B Bakyosie (68 Ha puc. 2), a uHBepTasa
knerounoil crenkn CWInv [17, 18] — B mpoctpancTBe
KJIETOUHON CTeHKH ((39) Ha puc. 2).

[Tocne paciuenyienusi caxaposbl HHBEPTAa30H B LHTO-
niasme (@) Ha puc. 2) noJydeHHas IIOKO3a MOXKET HITH
Ha CHMHTe3 IJII0K030-6-ocdaTa MOCPeCTBOM I'eKCOKHHA-
3bl HXK ¢ npeoGpasoBanuem B T/10K030- L -pocdar B pe-
gyabrate pabGothl ocdormokomyTazbl PGM, a 3atem
B aleHO3uHIM(DOCHATIIIOKO3Y TTOCPEIACTBOM aIeHO3HUH/IH -
tocdat-raokonnpodocdopuaasbl, KoTopas aajnee MOXKET
TPAHCIIOPTUPOBATHLCST B AMHJIOINJIACTBI MOCPEACTBOM GeJi-
ka BT, koropsiit kogupyercsi reHom BT (Brittlel)y Zea
mays (o) Ha puc. 2) 55, 56]. AneHosuHaudocharriokosa
TaKKe MOXKET ObITh MOJydeHa B aMHJIOTIACTAX U3 TJIIOKO-
30- 1 -thocchata mocpeacTBOM aneHO3HHIUDOCHATTIIFOKOTH -
podocdopunasst (@) Ha puc. 2) [47, 56]. Anenosunaudoc-
(haTrIioKo3a NMPUHUMAET y4acTHe B CHHTe3€ Kpaxmasia Mof
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JeficTBHEM psila PepMEHTOB, TaKMX Kak KpaxmaJs-CHHTa-
3a SS (Starch Synthase), ¢pepmeHTa BeTBJIeHHS KpaxmaJia
SBE (Starch Branching Enzyme) u ¢epmenra, pacuen-
asitotero amunonektud, SDE (Starch Debranching En-
zyme) [47]. Tlpn Heo6GXOIUMOCTH B aMHJIOTJIACTaX Kpax-
MaJ paciiensiercs: amuiazamu AMY (Amylase) 1o rekcos,
KOTOpbIE B CBOIO ouepe/ib nojsepratorest hochopuanpoBa-
Huto rekcokuHazoil HXK ¢ cuHTezoMm riokoso-6-docda-
Ta. B pacuiensiennn Kpaxmana MoxKeT NPUHUMAaTh ydacTHe
Hesibli psil pepMeHTOB, HanpuMep ajbda-amunasza u Oe-
Ta-aMusasa, TNpejiesibHas JIeKCTpUHa3a W MaJjibrasa [96].
[moko30-6-ocdar MoxkeT ObITb 06paTHMO TpeBpalleH

Komnnekc knetok ¢pnoambi

e o
= ™

Knetka-
napeH-
XUMbI

Knetka-
NYyTHUL

MpoBo-
AAwmi
JIeMeH

GP®6YI[¢>

B TJII0K030- | -pocdar nocpenctBom  ocdormokoMyTasbl
PGM (Phosphoglucomutase) [47].

[moko30-6-docdar moka HEH3BECTHBIM  CMOCOOOM
MOCTyNaeT B LUTOMJA3My KJETOK, MOTPeG/ISoNUX ca-
xapa (@ na puc. 2) [18]. BoamoxkHo, caxapa BBIBOASIT-
¢ M3 aMWJIOIJIACTOB B LIMTOMIA3My B (OpME IJIHOKO-
30-6-ocara mocpencTBOM TOro XKe TpaHcnoprepa (@) Ha
puc. 2) [47], ¢ momol1bI0 KOTOPOTO MPOUCXOAUT H TIOCTYTI-
JIeHHe TJII0K030-6-ocdara U3 UUTOMIA3Mbl B aMHUJIOTIACT
(@ na puc. 2) [47, 54]. IlepeHocurk rmoko3o-6-docda-
ta GPT (Glucose 6-Phosphate Transporter; koaupyercs,
nanpumep, y Vitis vinifera renom VoGPTI) [54] cemedi-

KneTka kopTekca q’@ <510
4] D)

-~ — OWw
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Vi@ @ @@

CumnnacTMyeckui nyTb

AnonnacTuyeckuit NyTb
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Puc. 2. Cxema TpaHcnopra caxapoB B KJeTKax KopHeil pacrenusi 6e3 AM-cum6uoza (no [17, 18, 20, 47, 50, 52—54], ¢ uam. u jior. ).
Amusio — amusionact (Amyloplast), @-1P — riokoso-1-docdar, ADP-@ — anenosunandocdarraokosa (Adenos-
ine diphosphate Glucose), AGPase — anenosunandocharraokonupodochopusaza (ADP-Glucopyrophosphorylase),
PGM — docdoraokomyrasa (Phosphoglucomutase), SS — kpaxmaJ-cunrasa (Starch Synthase), SB — depmenT Bet-
BjeHust kpaxmada (Starch Branching enzyme), SD — cdepment, pacuienasiomuii amusonektut (Starch Debranching
enzyme), AMY — amunasel (Amylases), PGl — docdormiokozouzomepasa (Phosphoglucose Isomerase), SPS — ca-
xaposoocdarcnnrasa (Sucrose-phosphate Synthase), SPP — caxaposodocdardocdarasa (Sucrose-phosphate Phos-
phatase). OcTasibHble coKpalleHust CM. B TIOANKUCH K puc. 1
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ctBa MST (Monosacharide Transporters) sBasiercs ¢oc-
(haTzaBUCHMBbIM aHTHIOpTepoM [D3, 56]. K coxkanenuio,
WIEHTH(DUIMPOBAHHBIN paHee MepPeHOCUHK, TPAHCMOPTH-
pyroLIM# TI0K030- 1 -hocaT U3 LUTO30/ B aMHJIOIIACT
v oOpaTHO (1) Ha puc. 2) [47], He omucaH B Jpyrux pa-
6orax [56]. IlpeanosaraiT, uTo Kak B XJOpOMJacrax,
TaK U B aMHJIOIJIACTAX MOTYT ObITb OOHApYXKeHbl OeJIKH
TpaHcnopra nokosel 0 Masnerossl — pGleT 1 MEX co-
OTBETCTBEHHO [56], HO J0OKAa3aTeJNbCTB MOKA He HalIeHo.
B uuronnasme rimoko3o-6-docedat nox neicteueM docedo-
raokozouzomepasdbl PGI (Phosphoglucose isomerase) mo-
’KeT ObITh 00paTHMO MpeBpalleH B ypuaHHAH(OChaTNIIO-
K03y, KoTopast Hapsity ¢ ppyKTo30-6-hocchaToM npuHUMaeT
yuacTHe B CHHTe3e caxaposbl MOJ JeHCcTBHEM (hepMeHTa
caxaposoocdarcunrassl SPS (Sucrose-phosphate syn-
thase) ¢ mocnenytomum otiennenneM ocdata MoCPeaCT-
BOM caxaposodocdardocdarassl SPP (Sucrose-phosphate
Phosphatase) [47].

Caxaposa W3 BaKyoJid B LIMUTOINJA3My MOCTYNaeT ro-
CpeaCTBOM cumroprepa caxapoabl 4-ro tuna SUT4 (@) Ha
puc. 2) [37—39]. HeoGxoaumblii rpajdeHT TPOTOHOB Te-
Hepupyetrcsl ToHomsactHo#l  HT-Tpancnoprupylouleit
ATdaszoit [19]. DKkenopt T/10KO3bl U3 BAKYOJH OCYLIECTB-
JIIeTCs  MOCPECTBOM  TOHOMJIACTHONO MOHOCAXapPHIHOTO
tpancnoprepa ESL1 (@) na puc. 2) [17, 27], a dpykro-
36l — 3a cuert Oesika cemeiictea SWEET, siokannzoBanno-
ro B ToHomaacre (&%) Ha puc. 2) [19, 22]. Tpancnoprt rimo-
KO3bl U C]I)pyKTOSbl B BaKyoJ/lb OMoCpeloBaH TOHOIMJIaCTHbIM
MeMOpaHHbIM TpaHcnoprepoM rekcod TMTI1 nnn TMT2
(@ na puc. 2) [17, 21], a oaHOH TJIIOKO3bI — TaKXKe T10-
CPEJICTBOM BaKyoJISiPHOTO MOHOCAXapHIHOTO TpaHcropTepa
VGT (@) Ha puc. 2) [42].

AnonJyiacTHYeCKHE  TPAHCIOPT — Caxapo3bl  MPOHUC-
XOMUT C TOMOLIbIO CHMIIOpPTEPA Caxapo3bl 2-ro THIIA
SUTI! (G na puc. 2; JOKaJH30BAHHOTO Ha MeMOpaHe
KJAeTOK (p103Mbl — KJaeToK-cryTHuil) [18, 57]. JBy-
HAMPAaBJEHHBIH TPAHCIOPT Caxapo3bl H3 MPOBOAALINX
9JIEMEHTOB (DJI09MbI, U3 MapeHXuMbl (JI03MbI U 06part-
HO B aromjacT BO3MOKeH OJjarojaps creuupuieckim
TpaHcropTepaMm caxapoB cemeiictea SWEET (G na
puc. 2) [19, 41], a takxke, BepositHO, Gaaropapst ca-
cuauTatopam (3HeProHe3aBHUCHMbIE JBYHAINPaBJECHHbBIE
TpaHcnoptepbl) caxaposbl SUF1 (Go) Ha puc. 2) [19, 40].
OjiHaKo TOUHAsH JIOKAJH3alns 3THX GeJIKOB yCTaHOBJIEeHa
ToJIbKO B cemeHax [40]. VI3 k/ieTOUHOH CTEeHKH caxapo-
3a MOCTyNaeT B KJAETKH KOPbl KOPHs, MoTpelJsitoline ca-
xapa, mnocpejactBom QacuauratopoB cemeiictsa SWEET
(6D Ha puc. 2) [19, 22, 41], a TakKe B pesyJabraTe pa-
6otbl H*-3aBucumoro cumnoprepa SUTI (62 Ha puc. 2)
[17, 18]. HocraBka rekco3 B KJIETKH KOPbl KOPHS MO-
JKET OCYILLECTBJAATHCH TMOCPEACTBOM TPaHCIOPTEPOB
cemeiictea STP (@) na puc. 2; Hampumep, cuMmnoprepa
rekcos — VVHTI, Vitis vinifera Hexose Transporter 1)
[19, 58], a TakkKe TpPaHCMOPTEPOB TEKCO3 CEMeHCTBA
SWEET (@ na puc. 2) [19, 41].

TPAHCIOPT CAXAPOB B CUMBUOTUYECKUX
CTPYKTYPAX KJIETOK KOPHEA PACTEHUI C TPUEOM
APBYCKYNSAPHO MUKOPU3bI

Bsaumoneficteue pacrenuit ¢ AM-rpuGamMu MpUBOAUT
K nepepacrnpeneseHuo MuTaTeJbHbIX BEUIECTB B KOPHsIX,
(hOPMHUPOBAHHIO HOBBIX CUMOHOTHYECKHX OPraHOB, TaKHX
Kak, Harpumep, ap6yCKyJ'lbl — BIIFYUBAHHWA IlJla3dMaJieM-
Mbl pacCTeHUs1 B PACTHUTCJIbHYIO KJICTKY B MECTE IMPOHUK-
HoBenus rudoB AM-rpuba (nnazmanemMmmy B apOyckydie
Ha3bIBAIOT TlepuapOycKynasipHoil MemOpanoit — [IAM),
U NOCHeAYIOIIMM  MHOXKECTBEHHBIM BETBJICHHSIM CTBOJIA
ap6yckyabl ¢ dopmupoBannem mexay [TAM u ap6ycky-
asipHoit Mmem6panoit (ApM = ArM, Arbuscule Membrane)
C KJIeTOUHOH cTeHKoit apOyckynbl (KCA = ACW, Arbuscule
Cell Wall) nosoro unTepcperica B3anMopeiicTBHSI NapTHe-
poB AM-cumM6103a — mepuapOyCKyIsIpHOTO MPOCTPAHCT-
Ba (ITAIT), o6pa3oBaHHOrO Ha MecTe KJETOYHOH CTEHKH
pacteHus-xo3suHa (puc. 3). B xozne paszsutus AM-cumou-
03a TPOUCXOJUT TPAHCIIOPT MUTATEJILHBIX BELLECTB OT pa-
creHusi K AM-rpu0y, B UaCTHOCTH OpraHU4ecKUX KHCJIOT,
JIMMWIOB W caxapoB. [lepenaua npojaykToB (oToCHHTE3a
pacTeHui CHMOHOTUYECKOMY TapTHepY MpearoaraeT ydyac-
THE TPAHCIIOPTEPOB CaxapoB psila CeMEHCTB, OCHOBHBIMH
13 kotopbix sBadoTcs SWEET, SUT u MST. B Hacros-
iee BpeMsi U3BECTHDI Cl')yHKLLI/II/I K JIOKaJ/Iu3alugd He BCeX
TpaHCopTepoB U, COrMIACHO JAHHLIM TPAHCKPUIIUOHHBIX
npoduse, He Bce TpaHcrnopTepsl oGHapy:xeHs! [50].

Crnel(1uHOCTb TPAHCMOPTHBIX MPOILECCOB B YCJIO-
BUAX AM aHa/M3UPYIOT B KJeTKax ¢ apOyckyjamu u 6e3
Hux [60]. IToxazaHo, 4TO OCHOBHOWH TPaHCHIOPT CaxapoB
y Solanum tuberosum ot pacrenusi-xo3siuna Kk AM-rpu-
0y Rhizophagus irregularis npoucxoaut 3a cuer a-
CUJIMTATOPOB caxapodbl W Toko3bl — StSWEETI12a
u StSWEET7a coorserctento (@ ua puc. 3) [50, 61],
paboratomnx Ha [TAIl u Tpancmoptupylommux caxapa
u3 uurorsiasmbl B [TAIT u obGpatHo. TpaucrnopT rioko-
3bl uepe3 ApM wu3 TIAIT B apOyckyse ocCylleCTBASET-
csl MOCPEJICTBOM TPUGHOr0 TpaHCropTepa MOHOCAXapoB
RIMST2 (R. irregularis Monosaccharide Transporter 2,
Ha puc. 3) [50, 61—63] nuGo B pesysbrate paGoThI
GpMSTI1 (Geosiphon pyriformis Monosaccharide Trans-
porter 1) [64]. Tpancnopt caxaposbl uepe3 ApM, Bo3MOK-
HO, MPOMCXOJUT MOCPEICTBOM IPUGHOrO TpaHCHopTepa ca-
xapo3bl RISUCI (R. irregularis SUCrose transporter 1,
vH(OpPMALUsi O TPAHCKPUITE JOCTYMHA [0  CChUIKE:
https://www.ncbi.nlm.nih.gov/nuccore/HQ848966;
Ha puc. 3), omHako RiSUCI cnabGo u3ydeH M TOJBKO
ofHOH rpynmofl aBTopoB [62]. [lanee caxap TpaHCrmopTH-
pyeTrcd 1Mo BHYTPUKOPHEBOMY MHULEJHIO B BHIE TJIMKOr€Ha
BO BHeKopHeBoH Muilesnii AM-rpuba (puc. 3) [50, 52].
CojiepKaHne caxapoB B LIMTOIIA3ME KJETOK KOPbl KOPHS
peryJupyeTcsi HX MEPeHOCOM M3 BaKyOJH TOHOIMJIACTHbI-
MH TEPEHOCUHKAMH, K KOTOPbIM OTHOCATCH CaXapO3HbIA
cumnoptep SUT4 u rmokosubiit pacuantatop StSWEET2¢
(6D na puc. 3) [50]. OTTOK H3JIMIIHKUX CaxapoB U3 Mepuap-
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GYCKYJISIPHOTO MPOCTPAHCTBA PErYJIUPYETCst paCTEHHEM-XO0-
35IHHOM MOCPEJICTBOM caxapo3Horo cumnoprepa SISUT2
(Solanum lycopersicum Sucrose Transporter 2; Ha
puc. 3) [49, 50, 63, 65] u rekcosnoro cumnoprepa STP
(@ na puc. 3)[18, 50].

CJiellyeT OTMETHTb U MHOM MyTb MOCTYTJIEHUS YTJIepOJI-
cojieprKallx MetabosMToB B TKaHu AM-rpuba ot pacre-
Husi-xo3snHa. K Hemy oTHocuTcsi 06pa3oBaHHe H3 rekcos
psa KMpPHBIX KHCJOT (¢ 16 aTomamu yriiepoaa), KoTto-
pble CHHTE3HPYIOTCSI Yepe3 CHHTA3HYI0 CHCTEMY YKHPHBIX
kucsior (FAS, Fatty Acid System) u BricBoGoMxmatoTcst
u3 FAS ¢ nomouipto tHoscrepas [52]. IlanbmutnHoBast
kucaora (C16:0) npepauiaercs B 2-MOHOALMITIULEPOI
(2-MAG) nocpencrsom RAMZ2 (ren RAMZ2 komupyert riu-
1epoJ-3-docharaunntpancepasy) [52]. IKeCnopt JuMu-
JIOB B MepHapOyCKyJIsipHOE TPOCTPAHCTBO obecneunBaeTcs
nytem neperoca 2-MAG uepes [TAM ¢ nomotiipio 6e/1K0B
STRI n STR2 (stunted arbuscule transporters) [52, 66]

Pusocdepa

U3 cemeiictBa retepoaumepHbix  ABC-TtpaHcnoprepos
(ATP-Binding Cassette) [66], soKanM30oBaHHBIX Ha rie-
puapOyckyJssipHoii MemGpane (69 Ha puc. 3) [52]. Hanee
JIMTMTUJBI TPAHCIOPTHUPYIOTCHA HEU3BECTHBLIMA I‘pI/IGHbIMI/I rne-
perocurkamu Ha ApM (&) na puc. 3) [52], a Bo BHyTpH-
kopHeBoM wmuteinn 2-MAG moxeT ObITh MpeoGpa3oBaH
B tpuanmarsuiepos (TA), xoropbiii, B cBOIO oYepesb,
TPAHCIIOPTHPYETCS] BO BHEKOPHEBOH MHLENH (CM. pHC. 3).

AnoniacTHueckHit  MyTh TpaHCropra caxapoB  OcCy-
leCTB/AsSETCs KaK 10 kaeTok ¢ AM, tak u 6e3 AM-rpu-
6a 3a cueT TpaHCropTepoB rekcos cemeiictBa SWEET
(6) Ha puc. 3) [19, 41]. OmHako MOXKHO ToJIaTaTh, YTO
CYLIECTBYIOT crieluuiyecKre (acHauTaTopbl 3TOr0 Cce-
mefictBa aisi AM-cumbrosa. Kanpunaramn Ha crietndu-
YeCKHH TPaHCHOPT caxaposbl M TJIIOKO3bl y S. fuberosum
uepes MJ/a3MajeMMy KJETOK KOpbl KOPHS, COJepKalinx
apOyckyJbl, spastores StSWEET12a u StSWEET7a co-
oTtBeTcTBeHHO (€ Ha puc. 3) [50, 61]. Ilpu sTom cexpern-

KopTeKca

MpocTpaHCTBO KNETOYHOW CTEHKU

CumnnacTMyeckui nyTb

AnonnacTuyeckui nyTb

Puc. 3. Cxema TpaHcropra caxapoB B Kopuu AM-pacrenus ¢ apGyckynamu (no [18, 50, 52, 59], ¢ uam. u gon.). [IM + KC —
nJiasMasieMMa H KJI1eTouHast CTeHKa KJ1eTKH Kopbl KopHsi, [TAM — nepuapOyckyasipuast mem6pana, [TAIT — nepuapOycky-
asipHoe npoctpanctso, ApM + KCA — memGpana apOycKyJibl U KJIeTOYHAs CTeHKa apOycKyJbl, Buytplm — Mexkierou-
Hasi BHyTpuKopHeBasi rucpa AM-rpu6a, BuekIT — BHekopHeBas ruda AM-rpuba, COKK — cHHTazHas cucrema KHPHbIX
Kueaot, 2-MAG — 2-monoauuarauuepod (2-Monoacylglycerol), TAI — tpuauuarauuepod, Inn — rankoren, MC —
MoHocaxapuabl. OcrajbHble COKpPALLEHUS CM. B OAMHUCH K pHuc. |
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pyemble AM-rpu6amu 3¢deKTopbl J1M60 HEMOCPENCTBEHHO
akTUBHPYIOT 3Kcnpeccuio reHoB SWEET, anbo KocBeH-
HO — 4epe3 aKTHUBALMIO (PaKTOPOB TPaHCKPUMUMH [67].
Tpancnopr caxaposbl B KJIeTKM C apOyCKyJaMH MOXKET
OCYILIECTBJSATbCS U HHaue: y Z. mays — TOCPEACTBOM
Hecrneryduueckoro cumnoprepa ZmSUTI (69 Ha puc. 3)
[17, 7], a y Lotus japonicus — c¢ ydactuem creuudu-
ueckoro acusmuraropa LISWEET3 (69 na puc. 3) [50].
TpancropT rekcos B KjeTKH ¢ apOycKyJamH peam3yercs
cumrnoptepom STP (@) Ha puc. 3) [18, 50].

Hecmotpst Ha To uTo 0630p HatlesieH Ha 0606LIeHHe 1aH-
HbIX O TpaHCHopTe YIJIEBOJAOB MEXKIY PaCTCHHUEM-XO351MHOM
u rpubom AM, 3aTpoHeM elle ofH Borpoc. Bo3moxkHO JH
TMOCTyTIJIEHHE caxapoB BO BHEKOPHEBOH Mmuuennii AM-rpu6a
HaTIPSIMYIO U3 MOUBbI, Ky/la OHU SKCKPETHPYIOTCS PACTEHUSIMH ?
3a 60s1ee yem 100-1€THIOIO HCTOPHIO PA3BHTHST HCCIEIOBAHNH
thusnosiorn AM-rpu6oB yueHble He CMOTJIH JIaTh TOUHOTO OT-
BeTa Ha 3ToT Borpoc. [lonaraior, uto AM-rpuObI SBASIOTCS
0OJIMTaTHLIMH CUMOMOHTAMH PACTEHUH, TaK KaK OHM HE CIIO0-
CoGHBI K €anpoTpo(HOMY MUTAHHIO W TIOTJIOUIEHUIO U3 MOYBbI
Ba>KHbIX JIJ11 UX PA3BUTHsT OPraHWYeCKUX BEUIECTB, B HaCTHO-
cru caxapoB [3]. Onnako B KoHile 1990-X rT. ObUIO BbICKa-
3aHO TIPEANONIO’KEHHE, UTO, TIONIONIAs yrIepoACoepKalle
COEJIMHEHHSI U3 MOUBbI, TPHO KOHTPOJTUPYET TPAHCIIOPT YIJIe-
BOJIOB B pacTUTeJbHO-MUKPOGHOH crcteMe [68]. Onnaxo 3ta
rAroTe3a He Halljla TIOATBEPKIICHHsST B [LaJIbHeleLUI/IX uceJsie-
JIOBAHHUAX. COBpGMEHHaﬂ TOYKa 3PEHHsI 3aK/IOHaeTCs B TOM,
YTO MMEHHO paCTeHHe-XO3SIMH KOHTPOJMPYET TMOCTYTIeHHe
caxapoB B AM-rpu6, perysupysi paboTy caxapo3HOTrO CHM-
noprepa SISUT2 [49, 50, 63, 65] u rekcosHoro cumnoprepa
STP[18, 50]. MeTonoM siiepHO-MarHUTHOTO pe3oHaHca OblIo
nokaszano, uto AM-rpu6 mosydaeT caxapa BHYTPHKOPHEBBIM
MHLeeM B (hOpMe reKcos: IIaBHBIM 00pa3oM B BHjE IJIO-
KO3bl, B MEHbIIEH CTeleHn — B BUIE Cl:)pyKTO3bl, HO He ObLIO
BbIsiBJIEHO, uT0 AM-rpu6 crnocoben noJiydatb caxaposy [69].
DTo coryacyercst ¢ rUMoTe30i 0653aTesIbHON GHOTPOUH —
obauraTHeiM ctatycoM AM-Tpu6OB MO OTHOIIEHHIO K pacTe-
HUIO-XO35IMHY, a TaKxKe HeOOXOIMMOCTBIO TPAHCIIOPTUPOBATD
caxap OT pacTeHHsi 4epe3 BHYTPUKOPHEBOH MHLEJHUH BO BHe-
KopHeBele rubl AM-rpu6a. [Ipeanonaraercs, uto MecToM
nosydenust AM-rpubamn yriepoaa sIBASIIOTCS Kak apOycKy-
JIbl, TaK U MexKKJeTouHble rudbl [3, 70, 71], a conpsikeH-
HBI TPAHCTOPT (ocaToB JIOKATU30BAH TJIABHBIM 00pasoM
B TepuapOyckysasipHoM mpoctpaHcTBe [72]. Tlonaraior, uro
MEXKKJIETOUHbIE TH(bI TAKXKE MOTYT ObITh HaHGOJIee BAaKHBIM
MECTOM YIJIEBOJHOTO 0OMeHa [62].

[lepBblil cumnoprep mIOKO3bl TPUOHOM MPUPOALI —
GpMSTI (Geosiphon pyriformis Monosaccharide Trans-
porter 1) Ob1 o6Hapy:keH B 2006 . [64]. B 2011 r.
y R. irregularis BbISIBUIN W HCCe0BaIH paboTy TpaH-
crioprepoB RIMST2, RIMST3 n RiMST4 [62]. Oxkasa-
JIOCh, 4TO BHeKOpHeBoH Muueanii AM-rpuba cnocoben
AKTHUBHO TIOTJIOMIATh HE TOJBbKO TJIIOKO3Y, HO M KCHJIO3Y.
CrenoBatesibHO, MOHOCAXapHJBl, MOJyYeHHbIE BHEKOpHeE-
BbIMH I‘HClI)aMH, TakK>Ke MOryT ObITb MUCTOUHHUKOM yrJyepo-

na aas AM-rpu6os. [lpeanosnaraemblii mepeHOCUMK MO-
HocaxapunoB Glomus intraradices GiMST2 (RiMSTZ2,
Ha ocHoBaHuu TOro, uyro mmramm DAOM Ne 181602
G. intraradices = Rhizophagus irregularis, no NaHHbIM
https://www.uniprot.org/taxonomy/747089) xapakre-
pU3yeTCsl MHTEHCHBHOH M crielr(UUecKoll 3SKCrpeccHei
B KJIeTKax ¢ apOyckynamu, a RIMST4 — Bo BHEKOpHEBOM
MHULeuH [62], X0TA JNajibHeHIne 3KCNepUMEHTbl He TOJ-
TBEPAWJIM  TIPEUMYyIIeCTBeHHYI0  3Kcmpeccrio  RiIMST4
BO BHeKopHeBoM Mulesnn [59]. Ocoboro BHMMaHHS 3a-
cayKuBaeT mposefeHHblil B 2016 r. anaams TpaHcrop-
tepoB RIMST2, RiIMST3, RiIMST4, RiMST5, RiMST6
Ha TaKWX pacTeHusix, kak Medicago truncatula, Sorgum
bicolor w Populus trichocarpa [59]. ABTopbl BrepBblie
oTKpbLIH TpaHcnoptepbl RIMSTSH u RiIMST6, koTopbie
croco6Hbl TIPUHUMATh Y4acTHe B TPAHCIOPTE CaxXapoB
U3 TOUBBI BO BHeKOpHeBoH muueanii AM-rpu6a. RiMSTH
SIBJISIETCS  BBICOKOA(DMUHHBIM ~ MEePEHOCUHKOM — MOHOCA-
xapuaoB (6 na puc. 3) [50, 59], a RIMST6 — cnewu-
(bUUHBIM /711 TJIIOKO3bl BBICOKOA((HUHHBIM CHMIOPTEPOM.
O6a TpaHcmopTepa MO3BOJSIOT HMIOPTHPOBAThL caxapa
AM-rpu6aM 13 MOYBHl HEMOCPEACTBEHHO BHEKOPHEBBIM
muteauem (@) Ha puc. 3) [50, 59]. BoisBaenue s1oit rpyn-
Tl TPAHCTIOPTEPOB MO3BOJIUT MEPECMOTPETh MOJXO/B! K MOJI-
JIEPKAHUIO aKCEHWUHOH KysabTypbl AM-rpu6oB — BO3MOXK-
HOCTH MX pocTa 6e3 pacTeHHsi-xo3suHa. Heobxomum mouck
HOBBIX paBouMX rUIoTe3 /151 000CHOBAHUS TIPUIHH 0O/IHraT-
Horo cratyca AM-rpu6oB Mo OTHOILIEHHIO K PACTEHHIO.

PACTUTENIbHbIE TPAHCNOPTEPbI CAXAPOB
NPU PA3BUTUN AM-CUMBUO3A

CrenyeT OTMETHTb, UTO MHOTHE TPAHCMOPTEPHI Jie-
TaJbHO M3yueHbl HA TAaKOM MOJEJBHOM pACTEHHH, Kak
A. thaliana. OnHako OHO He OTHOCHTCS K TpyMre pacre-
Hui, obpasyommx AM-cuM6103 B eCTeCTBEHHBIX YCJIO-
BUSIX (TONBKO B HEKOTOPBIX HCKYCCTBEHHO CO3AAHHBIX
ycjioBuit) [73], mosTtoMy u3yueHHe YIrJIEBOJHONO MeTa-
6ommama B AM-cumO6103e Ha JaHHOM pacTeHHH He COB-
CceM KOPPEKTHO. B ¢Bsi3u ¢ 9TUM Mbl GyleM aHaJU3Upo-
BaTb TPAHCIOPTEPHI BHAOB pacTeHHH, o6pasyiomnx AM,
C y4eTOM WX TOMOJIOTHM ¢ TpaHcrnoprepamu A. thaliana.
K Bupam-Mukopn3oo0GpazoBaTe/siM OTHOCHTCS TaKoe pac-
NpocTpaHeHHOe MOJe/IbHOE pacTeHHe, Kak JIollepHa yce-
ueHHas (Medicago truncatula); Tak:ke HOBbIM 0OBEKTOM
AJ1s1 uceaenoBanuii AM MoxKeT cTaTb CeJIeKTHPOBAHHAs
aBTOpamMu 0030pa CHJBHO MHKOTpO(HAs JIOllepHa XMe-
aesunHast (Medicago lupulina) [74]. Ananus aurtepatyp-
HBIX JIAaHHBIX JA€T BO3MOXKHOCTb 3aKJIOUMTb, UTO MHOTHE
pacTuTe/IbHbIE TPAHCIIOPTEPHI CaXapoB He 00/AJAI0T Crie-
nuduuHocTbo A1 AM, KpoMe HeaBHO OTKPHITHIX JABYHA-
npaBjeHHbIX yHUropTepos ceMefictea SWEET [22, 61].
[lepcnexkTHBHBEIE AJIS1 H3YUEHHs] TPAHCIOPTEPBl PACTEHHH
y BHIOB, oOpagytotinx AM, npejcrapieHbl B TabJHLLE.

PacTtutesnbHble  TpPAaHCMOPTEPBl  CaxapoB  OTHOCSIT-
csa K TpeM kioueBbiM cemeiictBam — SUT (SUC),
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MST (Bkaiouasi noacemeiicrea STP, TMT, PMT, VGT,
pGlet/SGBI1, ESL, INT) u SWEET, a Tak:ke psy ApyrHx,
nanpumep, SUF u MEX (cm. Taba., puc. 1-3).

Y M. truncatula BuisisneHo iecth SUT-renoB [49],
obpazytox Tpu kaausl SUT (kmamet I, 11 u 1V) [49],
anajiornudo y A. thaliana 9 renos (AtSUTI — AtSUC?2,
AtSUCI, AtSUCS, AtSUC6, AtSUCT, AtSUCS, AtSUCSY;
AISUT2 = AtSUC3;, AtSUT4 = AISUC4) Takxke o6pasy-
ot Tpu Kaausl SUT [49, 77]. CrelyeT OTMETHTb, UTO Cy-
ILIECTBYIOT HEroMoJioruutble UM SUT-reHbl TpeTheil Kiajibl
y pacTeHuil Apyrux BuaoB, Hanpumep, OsSUT3 — y Oryza
sativa u ZmSUT3 — y Z. mays. B 1o ke Bpemst KoJiMuecT-
BO reHoB SUT'y HEKOTOPbIX BHIOB MOXKET ObITb CYILIECTBEH-
Ho GoJiblle, HanpuMep, uMmeercst ren OsSUTH y O. sativa,
reubl ZmSUTH, ZmSUT6 — y Z. mays [49]. Y M. truncatula
HauboJbIINI HHTepeC Bb3bIBaeT ren M{SUT4-1, koTopslit
KoupyeT 6eslok TpaHcroprepa caxapa SUT4, akTieHO Ha-
KalJIMBAIOLIMACA B KJIETKax ¢ apOyCKyJaMH M B KJETKax
JINCTBEB, JIOKAJIH30BAHHBIH B TOHOMJIACTE W TMPHHUMAIO-
IIMA ydacTHe B MepeHoce caxaposbl M3 BAaKyoJH B LHUTO-
miasmy [79]. C npyroit croponb, MtSUTI-3, MtSUT2,
MtSUT4-1 w MtSUT4-2 sxcnpeccHpyloTcsl Ha CXOAHOM
YPOBHE B JIMCTbsIX M KopHsix, M{SUTI-1 xapaxkrepusyert-
e 20-KpaTHbIM yBeJIMUEHHEM HAKOIJIEHHsT TPaHCKpHITa
B JIMCTbAX MO CPaBHEHHIO ¢ KOpHsAMH [49]. D10 yKasbiBaeT
Ha cylecTBeHHylo poib MtSUTT -1 B TpancropTe caxaposbl
B Ha/I3¢MHBIX YacTsX PaCTEeHHil JIIOLEPHBI, B TO XKe BpeMs
MtSUT4-1 paboraeT B OCHOBHOM B KopHsIX. Mcxoas U3 ana-
JIM3a yPOBHSI SKCIIpeccHt, Haubojee BaKHBIMM B PA3BUTHH

AM ¢ TOuKM 3peHHsl TPAHCMOPTA CaXapoB MOXKHO CUMTATh

CJleylolIHe TeHbl:

l) ren TOHOMNACTHOrO  Caxapo3HOTO  CHMIOpTepa
MtSUT4-1 y M. truncatula 8 AM-kophsx [49];

2) ren caxaposHoro cumnoprepa M{SUTI-1 y M. trun-
catula B nuctbsx, 6ea0K paGoTaeT Ha Ma3MaTHYECKOM
MeMOpaHe KJaeTkn MesoduJna [49];

3) reH caxaposHoro cumnoptepa SISUT2y S. lycopersicum
(G na puc. 3) [49, 50, 63, 65], perynupyer OTTOK u3-
Juunux caxapos ua ITAIT;

4) ren caxaposHoro cumnoprepa ZmSUTI y Z. mays
(© na puc. 3)[17, 57], 6esok padoraer na [TM.

K nporonsasucumeiv cumnoprepam othocst SUT, STP
(13 MST), PMT (u3 MST), INT (u3 MST), k npoToH3aBu-
cumbim antunoprepaMm — TMT (u3 MST) u VGT (13 MST).
Yunnoprepamu sipasiotes MEX, pGlet/SGB1 (13 MST),
ESL (u3 MST), a aByHanpaBJieHHbIMH YHUIIOpTepamu (a-
cunmratopamu) — SUF u SWEET (k cemefictey MST
He npuHayiexat). CemeiictBo reHoB SUF (acuantatopbl)
BKJIIOYaeT romoJioru retoB cemerictsa SUT (cummnoprephr),
HO, KaK BHJIHO, (PYHKLHOHAJbHO 3HAUMTENBHO OTJIHYAET-
cs ot SUT. B 10 ke Bpems Oeqku SUF — 310 anasnoru
SWEET-6e/K0B: MMEIOT CXOACTBO MO (DYHKIHOHAIBHBIM
XapaKkTepUCTHKAM, HO pas3fMdaloTes Mo MPOMCXOXKIEHHIO.
Tenst PsSUFI, PsSUF4 v PuSUFI, PuSUF4 o6napy»eHsl
MOKa TOJIbLKO y JIByX BUIOB — P. sativum w P. vulgaris
cooTBeTcTBeHHO [ 17, 40]. Ilnsi BbISIBJEHHST HX 3HAUMMOCTH
B yIJIeBOJIHOM MeTabosiM3Me pacTenuil Tpedyercst JajbHer -
LIKF MOUCK N'€HOB IAHHOMW TPYMIbI Y APYTHX BUIOB PACTEHHUI.

Tabauya 1
HekoTopbie reHbl-TpaHCIOPTEPbI CAXapOB y pacTeHUi, 00pa3yIoluX apOyCKYJASIPHYI0O MUKOPU3Y
[en unrepeca [omoJtoru rena CewmericTBo™* Pacrenne Merounnk
MtSUTI-1 AtSUT! (Brmouast AISUC2) CumnopTep caxaposbl Medicago
MISUT] -2 cemeiicta SUT truncatula [49]
MtSUTI-3
GmSUT 1 Glycine max [75]
PsSUT1 Pisum sativum [40]
VISUT1 Vicia faba [76]
MtSUT2 M. truncatula [49]
0sSUT3 ZmSUT.S, HET FOMOJIOTHH C reHaMu Oryza sativa 38,49, 77]
A. thaliana
MtSUT4-1 M. truncatula [49]
AISUT4 (=AtSUC4)
MtSUT4-2 M. truncatula [49]
ImSUT5 OSSUT?, HET rOMOJIOTHH C FreHaMu Zea mays 38,49, 77]
A. thaliana
PsSUF1 AtSUTI JIByHAMPABJIECHHBL YHU- Pisum sativum [40, 49]
noptep (acuauratop) ) )
PsSUF4 AtSUT4 caxapoabl cemeiicrsa SUF Pisum sativum [40, 49]
MEX-renbl noka ne YHHIIOPTEp MaJbTO3bI Arabidopsis
u3yueHbl y AM-Bui0B AIMEXT MEX thaliana [19, 28]
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IIpodoancenue maba. 1

[en nHTepeca Tomostoru rena CemeticTBO* Pacrenne Herounnk

MtSWEET ! a = JIByHarpaB/eHHbIH M. truncatula [78]
Medtrl g029380 HHUITOPTEP CaxapoB
MtSWEi‘TI b= AISWEET ZEMeﬁETBE SWEPET
Medtr3g089125
MISWEET2a =
Medtr8g042490
MISWEET2b =
Medtr2g073190
MESWEET2¢c =
Medtr6g034600
MISWEETSa =
Medtr3g090940
MtSWEET3b =
Medtr3g090950
MESWEET3c =
Medtrig028460
MISWEET4 =
Medtrdgl106990
MESWEET5a =
Medtr6g007610
MISWEET5b =
Medtr6g007637
MISWEET5¢ =
Medtr6g007623
MESWEETS5d =
Medtr6g007633
MISWEET6 =
Medtr3g080990
MESWEET7 =
Medtr8g099730
MtSWEET9a =
Medtr5g092600
MISWEET9b =
Medtr7g007490
MISWEETI 1 =
Medtr3g098930
MISWEET12 =
Medtr8g096320
MESWEETI3 =
Medtr3g098910
MISWEET14 =
Medtr8g096310
MISWEET15a =
Medtr2g007890
MESWEET15b =
Medtrbg067530
MISWEET!15¢c =
Medtr7g405730
MISWEET15d =
Medtr7g405710
MISWEET16 =
Medtr2g436310

AtSWEET?2

AISWEET3

AtSWEET4

AtSWEET5

AtSWEET6

AISWEET7

AtSWEET9

AtSWEET10

AtSWEET13

AtSWEET14

AtSWEET15

AtSWEET16
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[Ipodondcenue maba. |

Ien nuntepeca

[omosioru rena

CemerictBo*

Pacrenue

HMcrounuk

Mtst1

Medtrd4g091370

Medtrdg090600

AISTP1

Medtr3g008160

Medtr3g008170

AISTP3

Medtrl g038630

Medtrbg082540

Medtr3g093010

Medtr3g007910

Medtr3g023480

Medtr5g041550

Medtr3g093060

AlSTP4

CAD31121

AISTPS

Medtr5g094760

Medtrdgl 16770

Medtrdgl 16800

AtSTP7

Medtrbg006070

MtHext1

Medtrigl 04750

Medtrlgl04770

AISTPI13

Medtr8g103010

Medtr6g087040

Medtr8g102860

AISTP14

Cumrnoprep MOHOCaxapH-
noB noacemeiicrea STP
cemeiictea MST

M. truncatula

[17]

Medtr3gl 18530

Medtr3gl 16060

TMT2y A. thaliana

Medtrbg024740

Medtr5g044910

Medtr8g073100

TMT3 y A. thaliana

AnTHnoprep MoHocaxapu-
noB nojpcemerctea TMT
cemeiictea MST

M. truncatula

[17]

Medtr2g013310
Medtr6g007340

AtPMT4

Medtrdg071950
Medtr4g072030
Medtr3g116240
MtC00740

AtPMTS

Medtr6g088450
Medtr8g103500

AtPMT3

Medtr8g077890
Medtr5g075300
Medtrbg019870

AtPMT6

CumnopTep MOHOCAXapH-
JIOB H MOJIHOJIOB MOJICE -
meiictBa PMT cemeficTBa
MST

M. truncatula

[17]

Medtrdg077770

VGT2y A. thaliana

Medtrdg064820

VGT1y A. thaliana

AuTtunoprep MoHoCaxapu-
noB nojcemeiicrea VGT
cemeiictea MST

M. truncatula

[17]
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Oxonuanue maba. 1

[en unrepeca Tomosioru rena CewmeiictBo™* Pacrenne Herounnk

Medtrlgl 16830 INT1'yA. thaliana Cumnoprep HHO3UTO- M. truncatula [17]
Ja noacemeiicrsa INT
cemeiicta MST

Medtrigl 16660

Medtrlgl 16650

Medtr3g084110

Medtr7g005910

Medtr2g048720 INT2 y A. thaliana

Medtrbg077580

Medtr2g049020

Medtr2g026140 INT3 y A. thaliana

Medtr2g026160

pGlcTy A. thaliana YHHUIopTep roKosbl noi- | M. truncatula [17,27]

Medtr7g082270 cemefictsa pGlet/SGBI
cemeiicra MST

Medtr6g087910 At1g67300

Medtr3g080240 At1g05030

Medtr8g077310 Atl1g19450 YHUTIOpTEp IIIOKO3bI MoA- | M. truncatula [17]
cemeticrBa ESL cemeiict-

Medtr5g020270 Ba MST

Medtr8g077300

MiC20248

Medtr7gl 13960 At1g54730

Medtr7gl 13970

Medtrdgl 18610 Atbg18840

Medtr2g020710

[Ipumeuarue. CemelicTBO® — yKasaHbl CJIe/yIOlINe COKPALLEHHsT CEMEHCTB U MOJCEMENHCTB TPAHCTIOPTEPOB!
« akthBHBIe caxaposa/H*-cummopTepnl cemeiictBa SUT — Sucrose Transporters (cunonum — SUC, SUCrose transporters);
* JByHaIpaBJleHHble HeproHe3aBUCHMble YHUIIOPTEPLI caxaposbl ceMericTBa SUF (Sucrose Facilitators, dacuiuraropst
1-ro 1 4-ro THIOB), OTKPBITHIE Y pacTeHni o6pasytoimx AM — Pisum sativum w Phaseolus vulgaris;
* XJIOpOIJIaCTHbIE YHUNOPTEphl MasibTo3bl cemerictBa MEX (chloroplast Maltose Exporters);
* ceMelicTBO MoHOcaxapuaHblx Tpancnoprepos MST (Monosaccharide Transporters) [27], Bk/touatoliiee ceMb N0ACEMEHCTB:
- H*-cumnoprepnl MoHocaxapunos nojacemerictBa STP (Sugar Transport Proteins),
- toHomuacTHele H*-antunoprepsl Monocaxapunos noacemeiicrsa TMT (Tonoplast Membrane Transporters),
> pakyossspHble H*-cHMMopTepbl MOHOCAXapHIOB H MosHoI0B nofceMeficTsa PMT (Polyol/Monosaccharide Transporters),
- BakyoJsipHbie H*-antunoptepnl Mmonocaxapunos noacemeiictsa VGT (Vacuolar Glucose Transporters),
- H*-cumnoprepsl nnosnrosa noacemerictsa INT (Inositol Transporter),
© 9HeproHe3aBHCHMbIE YHUTIOPTEPHI MII0KO3h nojicemeiicTa pGlet/SGB1 (plastidic Glucose transporter / Suppressor of G
protein Beta 1)[27],
° TOHOMJIACTHBIH YHHIOPTEP IJI0Ko3bl nojcemeiictea ESL (Early-responsive to dehydration Six-Like) ERD6-nono6Hbix MoHoca-
XapUHbIX TPAHCIIOPTEPOB;
* JIByHampaBJ/ieHHble sHeprone3daBucumble yHunoprepol cemerictBa SWEET — Sugars Will Eventually be Exported Transporters.

& ecological genetics 2019;17(1) eISSN 2411-9202




94

TEHETHYECKHE OCHOBbI 9BOJIIOLIHH S9KOCHCTEM

Y M. truncatula wumeercss 62 MST-rena, BKJOuast
23 STP, 5 TMT, 11 PMT, 2 VGT, 3 pGlct/SGBI, 8 ESL,
10 INT[17]. Kak Buano, Hau6osiee pacnpocTpaHeHHbIMH 51B-
astiorest STP-6esku, QyHKIMOHUPYIOILIHE KAK CHMIOPTEPHI
H*/rekcosbl, JIOKa/J130BaHHble HA M/1a3MATHUECKOH MeM-
OpaHe, MHOTHE W3 KOTOPbIX HMEIOT HU3KYIO CTelU(UIHOCTD
MO0 OTHOUIEHHIO K cyOcTpaTy ¢ HauOGOJbLUIMM CPOJICTBOM
K rimoko3e [80—82]. Tomonoruss MST-reHoB M. truncatula
¢ reHamu A. thaliana npencraBnena B rtabauiie. Kosu-
uecTBO reHoB MST-cemelicTBa y pasHbIX BWJIOB PaCTEHHIT
TakkKe Bapbupyet (Harpumep, 53 MST-rena y A. thaliana,
59 — vy Vitis vinifera, 68 — y O. sativa) [17]. O6be-
JIiHeHHe 3THX reHoB B cemeiicTBo MST ycsioBHO, Tak Kak
(hyHKIMOHAJIBHO JIAHHOE CEMEHCTBO BKJIOUAET KaK CHM-
MOPTEPbI, AHTHIOPTEPBI, TAK U YHUIOPTEPbl. AHAMMU3 JU-
TepaTypbl ToKa3a, uTo Bce H3BecTHble reHbl SUT, MST,
MEX ne cnetnduunsl anst AM-cum6uosa. B pazsutun AM
C TOUKM 3PEHHSI TPAHCIOPTA CaXapoB W BHICOKOTO YPOBHS
IKCIPECCHH TeHOB-TpaHcropTepos cemelicta MST creny-
€T BbIJIE/IUTh I'eH reKCO3HOro cumnoptepa STP, peryjupyto-
HIMH OTTOK U3JHILIHUX caxapoB u3 [TAIT — Gesiok paGoTaeTt
na [TAM (G® na puc. 3) [50] u [IM (& na puc. 3) [50].

EnuHCTBEHHBIM H3BECTHBIM CeHyac CeMeHCTBOM TpaHC-
MOPTEPOB, B KOTOPOM COIJIACHO COBPEMEHHBIM MPEJICTaB-
JIEHHSIM MOTYT ObITh BbISIBJIEHbI TeHbI, CHelU(pUUHbIE s
pasButust AM-cumbuosa, seasetcs cemerictBo SWEET, ko-
Topoe Gblio BrepBbie oOHapy:keHo JI.K. Henem u np. [22].
Jloxanuzauust GenkoB, KonupyeMbix SWEET-renamu, B Kiet-
kax ¢ AM nipencraBiena Ha puc. 3. CjenyeT OTMETHTh Bbl-
COKyl0 BapuabesibHOCTb (yHKUMI GenkoB SWEET: vactb
U3 HHMX paboTalOT KakK JIByCTOPOHHHE 3HEProHe3aBUCHMbIE
YHHITOPTEPBI /111 MOHOCAXapPHJIOB, a YacTh — JUIsl CaxXapo3bl
(em. puc. 1-3). PyuxkumoHansbHocts Becex SWEET-tpaH-
CMOPTEPOB 3aBUCUT OT JIOMEHHON CTPYKTYPbl KOTHUPYIOLIMX MX
reHoB [83]. SWEET-nepeHocurk (puioreHeTHIeCKH MOKHO
pasnenuth Ha veTbipe kiaanbl: Gesku | u I knan npenmytie-
CTBEHHO TPAHCIOPTHPYIOT TEKCO3bl, B TO BpeMsi Kak OeJ-
ku 1l u IV knag — caxapogy u (hpyKTo3y COOTBETCTBEHHO
[22, 83, 84]. SWEET-6e/ku urpaioT BaX<HyIO POJib B psijie
NpoLeccoB: B pa3BuTii AM, Co3peBaHNHU TbLJIbIILI U MPOIIEC-
cax crapeHust pacrenuii [22, 61], a Takke B OTKJIMKe HA GHO-
THUeCKHe U abHOTHUeCKHe cTpecc-takTophl [22, 83, 85

Ha ocnoBanuu ypoBHst sKcnpeccuu npu pazsutun AM
HanboJsiee BaXKHBIMH C TOUKH 3peHHs TPaHCIIOpTa CaxapoB
CJIeJlyeT MPU3HATH CJIE/yIOlIHe FeHbI-TPAHCTIOPTEPhI CeMeli-
crBa SWEET:

1) rensl  pacuINTATOPOB Caxapo3bl M  TJIIOKO3HI
SISWEETI12a w StSWEET7a y S. tuberosum coor-
BeTcTBeHHO [0, 61], Gesok paGoraer Ha [TAM (G5 Ha
puc. 3) u na [IM () na puc. 3);

2) TeH BaKyoJIAPHOTO  TJIIOKO3HOrO  (hacuJauTaTopa
SISWEET2c y S. tuberosum (@) ua puc. 3) [50, 61],
0eJ10K paboTaeT B TOHOIJIACTE;

3) ren dacuauraropa LjSWEETS y L. japonicus (Gi) Ha
puc. 3) [50], 6esok pabotaet Ha [TM.

SWEET-cemedictBo Bkiouaer 17 renoB y A. thalia-
na [86]. TlokazaHo, uTO OJHOKJETOUYHbIE W 3eJjieHble BO-
JIOPOCTIH  UMeIT Tosbko 1—3 konuu renoB SWEET,
ojiHOJI0/IbHBbIe — 18—23 rena, aBynosibHble — 15—68 re-
HoB [83] CuenyeT oTMeTHTb, UTO y pacTeHHH oOHapy-
)eno SWEET-reHoB GoJibliie, U4eM Yy >KHBOTHBIX H TpO-
KapuoT [87]. Bce reHbl, BbiIBJIEHHble Yy JPYrHX BHIOB
pacTeHui, B HacTosillee BpeMs NPEACTaBAAIT COOOH ro-
moJiorn reHoB A. thaliana (nymepauust B Ha3BaHHHM FeHOB
coBnazaet). OfHAKO y pasHbIX BHJOB pACTEHHH HMeeT-
csl 3HauUTesbHOE KosnuecTBO H3odopm OemkoB SWEET.
Yueno oOHapykeHHbIX reHoB SWEET  yBesnuuBaet-
cst ¢ Kaxapim rogom. B 2005 r. y M. trauncatula 6buio
wieHTuduuposano 18 [88] wan 24 [67] rena SWEET,
B JlaIbHEHIIIEM HUX YHCJI0 BO3poco o 26 [78] u 35 [61].
Yueso renoB SWEET BapbHpyeT y pa3HbIX BUIOB PaCTEHHI:
52 rena Glycine max [88], 35 — B Solanum tuberosum
u 29 — B S. lycopersicum [61].

Takum 00pa3oM, ecTb OCHOBAHHSI CUHTATb, UTO IMOKA
wieHTHduupoBanbl He Bce rensl cemefictea SWEET.
Bce 3To cBHIETEILCTBYET B MOJIB3Y TOTO, UTO LEJbIH Psi
SWEET-renoB elle OymayT oGHapy:KeHbl B OJiHXKaHIIHe
TO/bl, & CJe/IOBATEbHO, OYIyT pacliMpeHbl U MpecTaBJe-
HUST O (PYHKLHSIX 9THX TPAHCIIOPTEPOB.

3AKNHO4EHUE

B nanHom 0630pe 0000LIeHbl M3BECTHblE B HACTOsILEE
BpeMsl CBeJIEHHST 0 MHOr00Opa3nH MyTel TPaHCMopTa caxapoB
B PAaCTCHHUsAX — KaK BHYTPH KJIETKH, TaK U ME2K/Yy pa3/IMYHbIMHU
opranamu. Oco6oe BHUMaHHe YaeJeHO PACCMOTPEHHIO Mexa-
HU3MOB CHAOKEeHHsl caxapaMH rpuoa-CcHMOHOHTA NPH Pa3BH-
THH apOyCKyJISIPHON MHKOPH3bl. COBpPeMeHHbIE METOIHIECKHE
[MOoAXoAbl TO3BOJIUJIN l/lﬂeHTl/lel/lLLI/IpOBaTb HE TOJILKO OEJIKH-
TPaHCMOPTEPhI, JIOKATM30BaHHbIE HA MeMOpaHax CUMOMOTH-
HECKUX CTPYKTYP, HO U KOAUPYIOLIHUE UX I'€HbI.

Kpuruueckuil aHanu3 JMTepatypbl MOKAa3blBAaeT, UTO
crienMduyeckre reHbl TpaHcropra caxapoB B AM, Hau-
6oJiee BEPOSITHO, OTHOCSITCSI K TPYIINE TPAHCIIOPTEPOB Ce-
merictBa SWEET. BosbIIHHCTBO APYTHX TEHOB, CBS3aHHBIX
C TPAHCMOPTOM CaxapoB, MO BCeH BUAMMOCTH, He CIelH-
¢uunbl o orHomrennio Kk AM. Tem He MeHee, BaKHBIMH
Juisi pasBuTHst AM-cumMOH03a SBISIOTCS:

l) ren  TOHOMJACTHOTO  CaXxapo3HOTO  CHUMIOpTepa
MtSUT4-1 B AM-kopusix u M{SUTI-1 B JUCTBSIX,
OeJIKH JIOKaJIM30BaHbl Ha IJIA3MAaTHUYECKOH MeMOpaHe
KJIETKH Me30(huIIa;

reH caxaposHoro cumrnoptepa SISUTZ2, 6esoK JoKaiu-
30BaH Ha nepuapOyCKyJspHON MeMOpaHe;

reH caxapodHoro cumrnoprepa ZmSUTI, 6eJoK, BEposiT-
HO, JIOKAJM30BaH HA Ma3MaseMMe KJIETOK KOpbl KOpHS,
reH rekco3Horo cummnoprepa STP, 6esloK JIOKAJIH30BaH
Ha nepuapOyCKy/IapHOH MeMmOpaHe W Tla3MajieMMme
KJI€TOK KOPbl KOPHSI;

5) AM-cnemucuunble TeHbl  (ACHIMTATOPOB  Caxapo3bl

u rmokosbl — StSWEETI2a w StSWEET7a, Gen-

2)
3)

4)
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KH JIOKAJIM30BaHbl Ha MepuapOyCcKyJsipHOH MeMOpaHe

¥ TJ1a3MasieMMe KIeTOK KOPbl KOPHS;

6) AM-cneunduuHbIil reH BaKyoJ IIPHOTO TJIIOKO3HOTO (ha-
cunutaropa SISWEET2c¢, 6enoK JIOKaau30BaH B TOHO-
nJacTe KJIeTOK KOpbl KopHs ¢ AM;

7) ren dacuautatopa L/SWEET3, 6esoK JOKaIH30BaH
Ha T1a3MajeMMe.

[puOHBIMK  reHaMM-KaHAHAATaMH,  TTPHHAMAIOLIHMH
yJactie B yryieBogHOM oOMeHe Tpu pa3BuTuu AM-cumou-
03a, SIBJSIOTCS CleyIolIHe:

1) reHsl rpubHBIX TPAHCIOPTEPOB MoHOcaxapoB RiIMST2
u GpMSTI, Genkn JjoKanu3oBaHbl Ha apOyCKyJaspHOM
mMemOpaHe;

2) ren rpudHOro TpaHcrnoprepa caxapossl RiSUCI, 6e/10K,
BEPOATHO, JIOKAJU30BaH Ha apOyCKyJIspHOH MeMOpaHe;

3) renbl TpuGHBIX TpaHcrnoprepoB RiMST2, RiMST3
v RiMST4 (nanHble 10 (YHKIMU U JIOKaJIU3aluu Ge-
KOB MOKa (parMeHTapHbl M MPOTHBOPEUHBDI);

4) ren rpubHOrO BBICOKOA(P(HUHHOrO YHHIOPTEPA MOHO-
caxapunoB RIMST5 u rpuGHOro cuMmnoprepa TJIIOKO3b
RiMST6, 6enxu, BepoATHO, JIOKAJM30BaHbI Ha Ma3ma-
JileMMe BHeKopHeBoro muienuss AM-rpuda.

Creyer TakKe OTMETHTB, UTO paccMaTpHUBaeMble JaH-
Hble 0 (PYHKLMSX U JIOKATU3ALUH Pa3iHiHbIX TpaHCIopTe-
POB B LIEJIOM psiie C/IydaeB ellle A0CTaTOYHO JIUCKYCCHOH-
ubl. Tak, B pabore k. Hoinu u ap. tpancrnoprepst TMTI
1 TMT2 ykasanbl Kak aHTHIIOPTepbI MepeHoca caxapossl,
HO OHH 00€CMevyHBaloT TPAHCMOPT TeKco3 — (PyKTO3bl
¥ TJI0Ko3bl [17]. BHOCHT HeKkoTOpylo HESCHOCTb HaslMuue
rpynn tpaucroprepos — TMT [21] u TST [23]. Jloka-
JIM3al{sl TPAHCMOPTEPOB Ha MeMOpaHe aMHJIONJIACTa JIs
MMIIOpTa M IKCMopTa TJ0K030- |l -ocdara noarBepxiaeHa
TOJIBKO OJIHUM HccyeioBaHneM [47].

Hekoropble HETOUHOCTH MOXKHO BbISIBUTH B aHa-
JIU3e MHTEHCHBHOCTH sKcrpeccuun renoB StSWEET2b,
SISWEET10a v StSWEETI10b — HecOOTBETCTBHE JIAHHbIX
Ha pucyHKe (usoreHetnueckoro apeBa SWEET-reHOB aH-
HBIM 9KCMPECCHH Ha THCTOrpaMMax, XOTsl 3TO He yMaJseT
o0l1el LEHHOCTH MpoBeieHHOro HeeaenoBanust SWEET-re-
HoB y Solanum tuberosum [61].

HeokonuaresnipHa,  Mo-BWIMMOMY,  KJacCH(HUKaLHUS
tpancnoprepoB cemedictB SUT u SUC y pasHbIx BUIOB
pactenuil. Tak, HacuuThIBalOT TpU Kaanpl aas A. thaliana
u M. truncatula nns SUT-cemelicTBa TpaHCIOPTEPOB,
Ho st O. sativa v Z. mays vx GoJibliie [49].

HesicHo#i octaetcst jiokasmmsalusi (pacHaUTaTopoB (Hep-
FOHE3aBHCHMBIX JBYHAIPaBJIEHHbIX TPAHCTIOPTEPOB) caxapo-
3bl PsSUF1, PsSUF4, PvSUF1, PvSUF1, kotopble oTMeue-
Hbl Ha MeMOpaHe KaeTok (yiosmsl [ 19], unu B niasmanemme
u rtoHormacre [17]. Tlo pesysbratam TpaHCMHCCHOHHOR
3JIEKTPOHHON MHKPOCKOTIH CEeMSIH PAacTeHUH C/iesiaH BBIBOJ
o tom, yro PvSUF1 u PvSUTI sokanmu3oBanbl B KJIeTKax
MPOBOSLINX 3/eMenToB 1 napenxume, a PsSUTIL, PsSUF1
1 PsSUF4 — Bo Bcex TKaHsx (napeHxuMa, KaMOW# U Mp.),
KpoMe manucanHor Tkauu u runoaepmsl [40]. Takum o6pa-

30M, HEOOXOIMMO MPOJIOJKATD HCCIIEIOBAHUS B JIAHHOM Ha-
npaBJieHHH, YToObl Cle/IaTh OKOHYaTe IbHbIH BbIBOJL. B psine
C/lydaeB CaMi MCC/IGNOBATE/ M YKA3bIBAIOT, UTO 3aKJIIOUEHHS
0 MeXaHH3MaX TPAHCIOPTa CaxXapoB B PACTEHHSIX B 3HAYH-
TeJIbHOH CTEINEeHH OCHOBaHbI HAa KOCBEHHBIX JIAHHBIX an60
Ha pesysbratax MojlesqMpoBaHusi [Dl], a cuenoBaTesbHO,
OCTAIOTCsl, T10 CYTH, MPEINOJOKEHHUSIMH.

Pa6ora nomnep:kana rpantamu PODM-a Ne 18-016-
00220 (paspmess «Tpancrmopt caxapoB U3 HaA3eMHBIX
yactell pacteHuil» n «TpaHcnopT caxapoB B KOpPHH pa-
crennit»), PH® Ne 16-16-00118 (pasnen «Tpancropt
caxapoB B CHMOHOTHYECKHX CTPYKTYpax KJETOK KOpPHEH
pacrenuii ¢ rpubom apOyCcKyasipHOH MHKOpHU3bI» ). HacTb
paboThl BBHIMOJMHEHA B PaMKax rOCyAAapCTBEHHOTO 3aiaHHsl
Ne 0664-2019-0026 (pasmen «PacTutesibHble TpaHc-
NopTepsl caxapos npu pasutin AM-cumbrosa»).

ABTOpBI 3asBJSIOT 06 OTCYTCTBUH KOH(JIHMKTA MHTE-
pecoB.
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