TEHETHKA, 2019, mom 55, No 6, c. 655—664

IF'EHETUKA

PACTEHUM

VIK 577.214.5:575.174.015.3

IMPO®WJIb DKCIIPECCUU TEHOB YHUIIOPTEPOB CEMENCTBA SWEET

B ITPOLIECCE PA3SBUTUA JIOBYUX AIITITIAPATOB ILIOTOAAHOI'O
PACTEHMUMS Nepenthes sp.

©2019r. M. A. ®umonmn’ *, E. 3. KouneBa'-2, A. B. Illennukona', A. B. Benenkuii',
A. B. Mapnauos!, H. B. Papun'-2, K. I'. Ckpsaoun'-2

! Dedepanvrviii uccaedosamenscruii yenmp “Dyndamenmanshvie 0cHo8b Guomexnosoeuu”
Poccuiicxoii akademuu nayx, Mockea, 119071 Poccus

2Mockosckuii eocydapcmeennbiil ynugepcumem um. M. B. Jlomonocosa,
kaghedpa 6uomexnonoeuu, Mockea, 119991 Poccus
*e-mail: michel 7753@mail.ru
IMocrynuna B penakiuio 26.06.2018 r.

IMocne nopa6otku 23.07.2018 r.
IMpunHsTa k myonukaiuu 04.09.2018 r.

B pesynbTaTe aHaiinM3a TpaHCKPUIITOMOB JIOBYETO arrapara (Ha TpeX CTaiusIX pa3BUTUSI) U JIMCTA TLIOTOSI/I-
Horo pacteHust Nepenthes sp. obimu uaeHtTuduurponansl 20 KIIHK renos cemeiictea SWEET, konupyto-
X YHUITOPTEpHI caxapoB kiaaccoB I—IV. Ctpykrypa 6ea1koB NSWEET B 11e710M cOOTBETCTBOBaIa CXeMe
3-1-3, xapaktepHoii 111 SWEET-6enkoB aykapuotT. BapuabensHocTb 3kcnipeccuu reHoB NSWEET B 3pe-
JIOM JIUCTE 1 Ha TpeX CTaAMsIX Pa3BUTHS JIOBUETO arapaTa yKa3blBajia Ha BO3MOXKHOe pazHooOpa3ue hyHK-
LUiT JTaHHBIX TeHOB. BBIJIO BRICKA3aHO IIpeaItojioKeHre 06 yyactr TpaHcnoptepoB Kiacca I (NSWEET2d,
2f 1 2h) B aKcmopTe caxapoB M3 JIMCTa B TOUYKY 3aKJIaIKu “JoBueit” mMepucremsl, a 6enkoB NSWEET1, 2a
(knacc 1), 4a, 4b, 4d (I1) u 12¢ (I11) — B nocTaBKe caxapoB Jisl HAYaJIbHOTO pa3BUTHSI JJOBYIIKU. Ha rocie-
nmytormux ctagusx ux Mmoryt cMeHsaTb NSWEET2Db, 2c¢, 2e, 2i, 2j (xitacc 1), 4c (II) u 12b (111), mocTtaBnsist rek-
CO3BI M caxapo3y B pacTylInii KyBIIMHYUK. B copmupoBaHHOM JioBueM amiapare 6enku NSWEET12a
(111), 2g (I) u 16 (IV) MOryT 3KCITIOPTUPOBATH caxapa U3 MUIIEBaPUTEIbHOMN XXUIKOCTU B JIUCT.

Knroueswie cnosa: Nepenthes, TIITOTOSITHOE pacTeHUE, JJOBYMI amiapart, TPAHCKPUIITOM, TPAHCIIOPTEPHI ca-

xapoB, ceMeiictBo reHoB SWEET.
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PactBopuMbIe caxapa, oOpasymoliuecsl y pacre-
HUM B mpoliecce GOTOCUHTE3A, IBISIOTCS OCHOBHBIM
VICTOYHUKOM HEPTUU U MaTepruaioM 11 OMOCUHTE-
32 MHOTMX KJIETOUYHBIX COEAWHEHUI, Yy4acTBYIOT B
MOIJEeP>XKaHUU roMeocTa3a U B GOpMUPOBAHUU OT-
BETHOM peakiuyi Ha OMOTUYECKUE U aOMOTUYECKUE
crpecchl [1—3]. JlocTtaBKa caxapoB u3 (pOTOCUHTE3M-
PYIOILIUX KJIETOK B reTepoTpodHbIe TKAHU U OpPTraHbl,
HE CMOCOOHBIE CAMOCTOSITEIbHO UX CHUHTE3UPOBATh
(HarmpuMep, TKaHU 1IBETKa, KOPHU, TIJIOAbI, CEMEeHa),
ocylecTBiseTcs cnelMUUHbBIMU TPAHCTIOPTHBIMU
oenkamu cemeiictB MST (Monosaccharide Trans-
porter), SUT (Sucrose Transporter) u SWEET (Sug-
ars Will Eventually be Exported Transporters) [4].
MST-6e1K1 OCYIIECTBISIIOT TPAaHCIIOPT MOHOcCaxa-
punoB, SUT-6e1Kku TpaHCOOPTUPYIOT MOJIEKYJIBI ca-
Xapo3bl, a OeJKM HelaBHO MAEHTUDUIIMPOBAHHOIO
cemeiictBa SWEET ocylecTBIsIIOT TpaHCHOPT KakK
MOHO-, TaK 1 Aucaxapuaos [4, 5].

benku SWEET sBasioTcst TpaHcCMeMOpaHHBIMUA U
(GYHKIMOHUPYIOT KaK YHUIIOPTEPbl, OCYIIECTBIISS

655

TPaHCIIOPT CaxapoB 4Yepe3 KIETOUYHYI MeMOpaHy U
OIocpeays OTTOK caXapo3bl M3 KJIETOK ITapeHXUMBI
¢io3Mbl B antoruiact [3, 6]. K HacTosieMy BpeMeH!
JaHHBIEe OCJIKM U KOOUPYIOIINE UX TeHbl MACHTU(hU -
LIUPOBAHbI M ONMCAHBI KaK y MPOKAPUOT, TaK U Yy
3YKapUOT, BKJIIOYasi BUABI XKUBOTHBIX M pacTeHUI [3,
5, 7-9].

Y npokapuotr 6enku SWEET cocrosT u3 Tpex
Ol-CIIUPAIbHBIX TpaHCMeMOpaHHBIX MOTHUBOB (TM),
oOpasyromux gomeH MtN3 [5]. Ilpenmonaraercs,
YTO B XOJI€ IBOJIIOLIMU Te€HHAas TyTJIMKALIMS MTprBesa
K TosgBIeHUIO 3yKapuoTnmdeckmx OenkoB SWEET,
BKJTIOUAIOIIMX ABa noMeHa MtN3, KoTopble coeam-
HEHbI CEbMbIM TPaHCMEeMOpaHHBIM MOTUBOM (TaKasl
cxeMma HasBaHa 3-1-3) [5, 10]. ¥V psga pacteHuit BbI-
siBieHbl 6e1ku SWEET ¢ uncioM TpaHcMeMOpaHHBIX
MOTUBOB OT 3 10 14 [11—13]. I1pu 3TOM OpraHu3auus
0EeJIKOB MEET B OCHOBE cxeMy 3-1-3, HO B 3aBUCUMO-
ctu oT kKoymmdectBa TM — pasHoe umciao MtN3-mo-
MEHOB.
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B 3aBrcuMOCTH OT TpaHCIIOPTUPYEMBIX CaxapoB
oenku SWEET pacteHuii neasiT Ha 4eTbipe TpyIbl
[14]. Tpancnopteps! rpymi I u 11 nepeHoCST rekco-
3p1, Oenky Tpynmbl 111 aBnsrorcst 3ddeKTMBHBIMMA
TpaHCITOpTEpaMM caxapo3bl, a 0esiku rpymirsl IV pac-
MOJIOKEHBI B BaKyOJISIpHOIT MeMOpaHe U TpaHCIIOp-
TUpyoT ¢pykTo3y [8, 11, 15]. Cuuraercs, 9TOo pas-
JIMYHAas JIOKaJU3alus U YIJIeBogHasl CneM(pUIHOCTh
3THUX OEJIKOB OOYCIIOBIMBAIOT MHOTOOOpasue ux hu-
3MOJIOTMYEeCKMX (DYHKIIMI: ydacThE€ B pa3sBUTUU
MbLIbLIBI, CHHTE3 HeKTapa, (OpMUPOBAHUE CEMSIH U
obecrieyeHre yCTOMYMBOCTU K aOMOTUYECKUM 1 O1O-
TUYECKNM cTpeccam [3, 11].

Hamnb6omee mogpooHo ¢pyHKIMm d0enkoB SWEET
u3ydyeHbl y Arabidopsis thaliana. Tloka3zaHo, 4TO He-
KOTOpbI€ WIEHbl JaHHOTO ceMelicTBa OEJKOB MOTYT
OBbITh aKTUBHBI TOJIBKO B BaAKYOJISIPHOM WJIU TOJIBKO B
KJIETOYHOII MeMOpaHe, a HEKOTOPbIE IIPUCYTCTBYIOT B
obeux Mmemo6paHax. Harmpumep, oenku AtSWEET11 u
AtSWEET 12 obecrieynBaroT OTTOK caxapo3bl U3 Ma-
PEeHXUMaJIbHBIX KJIETOK (hJioaMBbI B aroruiact [8], a
AtSWEET16 u AtSWEET17 y4acTByIOT B 3KCHOPTE
(GpyKTO3bl U3 BaKyoJUd U WUrpaloT KIIOYEBYIO POJib B
CTUMYJISIIMM IBYHAIIpaBJICHHOTO TpaHcHopTa (pyK-
TO3bI B TOHOILJIACTE KOPHEM ISl MOoAepKaHUsI TOMEO-
craza ¢ppykTo3bl B inTo30Je [15—17]. Eme 6onee cre-
nduyHbl TpaHcrioptepbl AtSSWEETS, AtSSWEETS u
AtSWEET 13, TpaHCKpUIITBI TEHOB KOTOPBIX OOHAPY-
XKeHbI ToIbKO B mbuIblie [18]. benoxk AtSWEET9 u
€ro TOMOJIOTU Y BUAOB JABYIOJIbHBIX SIBJISIOTCSI HEK-
Tap-crneudUIHBIMU TPaHCIIOPTEPAMM, OCYILIECTB-
JIIIOIIMMUM OTTOK CaxapoB B Mpoliecce MPOayKINU
HekTapa [19].

Ecnu y GonbpliMHCTBA pacTeHUIA MMEPBUYHBIM HC-
TOYHUKOM YIJIEBOJOB SBsIETCS (DOTOCUHTE3, TO Yy
TUIOTOSIIHBIX pacTEHUM Hapsiny ¢ (DOTOCUHTE30M ca-
xapa o0pa3yloTcs B Ipoliecce NepeBapuBaHUSI XKepT-
BHI B J1oBuYuX anmapartax [20]. [TmoTossmHOCTh pa3Bu-
JlaCh HE3aBUCUMMO B HECKOJIBKUX JIMHUSX BBICIIUX
pacTeHUi, y KOTOPBIX B IPOIIECCe SBOJIOLIUY JTOBUYME
afrmnapaTbl BO3HUKJIM KaK pe3yjbTaT IpeodpazoBa-
HUg nucTa [21].

J1s1 uccneqoBaHUs MEXaHU3MOB XUIITHUYECTBA Y
pacteHuit yxe 6osee 100 et B KauecTBE MOIEIIU UC-
Moab3yI0T Bunbl Nepenthes [22]. B nepByio odepenb
n3ydaroT (PEepMEHTHBIIA COCTAaB NHINCBAPUTEIHLHOMN
KUAKOCTM JIOBYMX amrapaToB (KyBIIMHYUKOB), B
YAaCTHOCTY XWUTHHA3bI, PACIICIUISIONINEe XUTUHOBBIE
000JIOUKM HACEKOMBIX JI0 IPOCTHIX YIJIEBOIOB 1 a30-
TUCTBIX coeauHeHuii [23, 24]. TpaHCHOPTHBIE OEIKHU,
Bkitodast cemeiictBo SWEET, y nipeacraButeneii po-
na Nepenthes paHee He UCCIIeTOBaINUCh. TOIBKO y O/~
HOTro BUJA IUIOTOSIAHBIX pacteHuii popa Cephalotus
opun uneHTudunpoBansl reHbl SWEET [20]. I1o-
3TOMY 1IeJbIO TaHHOW pabOTHI cTaja MaeHTU(dUKa-
LS U XapaKTepuCTUKa reHoB cemeiictBa SWEET y
IUIOTOSITHOTO pacTeHust Nepenthes sp. Ha OCHOBE
TPAaHCKPUNTOMHBIX TaHHBIX.

OUIIOIINVH u np.

MATEPUAJIBI U METOJbI

I[Touck mociienoBaTeIbHOCTE, KOAMPYIOIINX
oenku cemeiictea SWEET, ocymiecTBisuin B TpaH-
CKpuIITOMax JioBYero amrapara Nepenthes sp. (Ha
TpeX CTamusX pa3BUTUS — 3a4aTOK KyBIIMHKU (P1;
IJIMHA 0KO0JI0 1 cM), Monoaast HEOTKPHITasI KyBIIMHKA
(P2; 3—4 cm; mpoMeXyTouyHasI CTaaus pa3BUTUS ), OT-
KpbITas KyBimnHKa (P3; 7—11 cM; KOoHeYHasl cTaausi))
¥ B3POCJIOTO JIMCTa, B TPEX OMOJIOTUYECKUX IIOBTOP-
HOCTsIX. JIUCT OBLT B3ST B CBSI3U C T€M, YTO JIOBUUIA
anmnapat SBJISIETCSI DBOJIOLUOHHON MomuduKalei
nmaHHOTo opraHa. C yuyeToM HaJIM4usI pa3BUTOTO BOC-
KOBOTO CJIOS JIMCTHEB U KYBIIMHYMKOB, 3aTPYIHSIO-
IIETO SKCTPAKINIO HYKJICMHOBBIX KUCJIOT, IJIs BBIIC-
nenust PHK u3 tkaneit Nepenthes Obl1a pa3paboTaHa
MeToauKa ¢ ucroyibzoBanueM CTAB-0ydepa (Haim
HeolyOiMKoBaHHble maHHbIe). [lpemapatst PHK
OUMIIAM OT BO3MOXHBIX pnMeceit JTHK ¢ momo-
mblo Habopa RNase-free DNaseSet (Qiagen, CIIIA).
Konuenrpamuio PHK n3Mepsuiv ¢ moMmonibio diyo-
pumMeTtpa Qubit 4, Ka4eCcTBO OLIECHUBAIM I10 pe3yabTa-
TaM aaeKTpodopesa B arapo3HoM rejie. IlpemnapaTsl
PHK miocsie mpo6omnoaroToBKy ObIJTM CEKBEHUPOBA-
HbI ¢ oMoinbio Illumina MiSeq (®ULl buorexHo-
jgorun PAH). Coopky U KapTMpoBaHUE UYTEHMIA, a
TakKe UICHTUDUKANIO OEJTOK-KOAUPYIOIINX TEHOB
B KOHTHUTaX OCYIIECCTBIISIM aHajorm4dHo [25]. Ypo-
BeHb 3KCIPECCUM TCHOB PACCUUTHIBAIM KaK YUCIIO
KapTUPOBaHHBIX Ha MX ITOCJICA0BATEIbHOCTY YTCHUIA
TPpaHCKPUNTOMA Ha MWUIMOH YTEHMI, AEJIeHHOE Ha
IUIMHY TeHa. TeruioBylo KapTy 9KCIIPECCUM CTPOIIN C
MOMOIIIbIO OHJIaliH-TIporpamMbl Heatmapper (http://
www2.heatmapper.ca/).

Ona umeHTUGUKAIIMM — TOCIeIOBaTeIbHOCTEHN
tpaHcnoptepoB SWEET, onpeneneHusi ux OJOMEH-
HO1 CTPYKTYPHI ¥ IOMCKA TOMOJIOTOB MCIIOJIb30BaJIN
6a3y manHbix NCBI (http://blast.ncbi.nlm.nih.gov/).
KoHcepBaTuBHBIE MOTUBBI OIPEISIISIIA C TTIOMOIIBIO
nporpammbl MEME 4.12.0 (Multiple Expectation
Maximization for Motif Elicitation) (http://meme-
suite.org/tools/meme) [26].

CpaBHUTEJILHBINM aHaIM3 aMUHOKUCIOTHBIX IO-
CJIeOBaTEIbHOCTEl M MOCTPOCHUE IEeHIPOTPaAMMbI
OCYIIECTBIISIIIM METOIOM MaKCUMAaJIbHOTO ITPaBIOIIO-
nobust (Maximum likelihood) B mporpamme ME-
GA7.0 [27]. s kimacTepHOTO aHanu3a U3 6a3el NC-
BI Obutu B3gthl ocienosBareabHocT MPHK 17 us-
BeCTHBIX TeHoB SWEET wmopenbHoro Buga A.
thaliana.

PE3VJIBTATDBI

Breumi rtonydens! 12 TpaHcKpunrtoMoB Nepenthes sp. —
JIOBYEro arnmapara (KyBIIMHUMKA) HA TPEeX CTaausIX pa3-
Butus (P1, P2 u P3) u mucra, B Tpex OMOIOTMYeCKIX
MOBTOpaX KaxXKIblii 00beKT. Beero 1mo pesyibsraram aH-
HOTallMd aHAJIU3UPYEMbIX TPAHCKPUIITOMOB OBLIO
naeHTudnposato 20 mocaemoBaTeILHOCTEH, KO-
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mupyromux 6eaku SWEET (ta6i. 1). [TociemoBaTenb-
HocTth ObIM nermoHrpoBaHbl B NCBI (konbsl mocryma
MH544206—MH544225). CX0oACTBO C U3BECTHBIMU
MOCAEOOBATEIbHOCTSIMU  PACTUTENIbHBIX  OCIKOB
SWEET u3 6a3sr NCBI cocrasuiio 57—80%.

duyioreHeTUYECKUIA aHaAIM3 TI0CJIEN0BaTEeIbHO-
cTeil Konupyembix OeJIKOB KiaacCu(UILIMPpOBal TpaH-
CKPUIITHI U ONPEAETNII, YTO UAEHTUDUITUPOBAHHbBIE
MOCJIeA0BATEIbHOCTA TOMOJIOTUYHBI OeNKaM A. thali-
ana SWEETI1, SWEET2, SWEET4, SWEETI2 u
SWEET16 u npeacTaBlIsIIOT BCe YEThIPe M3BECTHBIX
kiacca 6enkoB SWEET (puc. 1).

CrpyktypHbiit aHanu3 KAHK NSWEET n xonu-
pyeMbIX UMU OeJIKOB MoKasail, YTO JeBSATh TPAHCKPUII-
TOB SIBJISIFOTCS IMOJIHOPa3MEPHBIMU (KOIUPYEMbIE MU
OeJIKM MMEIOT CTapT- U CTOIT-KOJOHBI), a OCTaJIbHbIC
11 — HenonmHbIMU (Tabs. 1). BelpaBHMBaHWE aMHHO-
KUCJIOTHBIX  TIOCTeAoBaTeIbHOCTeH, KOAUPYEeMBbIX
nonxHopa3sMepHbiMi KIHK, BeIIBUIIO Hammune m30-
¢dopM, pazaryaronIuXxcs YMCIOM TpaHCMEMOpPaHHBIX
MOTHUBOB (Ta6:1. 1). [Touck KoHCepBaTUBHBIX MOCE-
JloBaTeJIbHOCTEH OOHApYyXWJl Yy4aCTKU, TOMOJOTUY-
HbI€ M3BECTHBIM TpaHCMeMOpaHHBIM MOTHBaM OeJi-
koB SWEET, onpeneseHHbIM paHee y IPYTrMX BUIOB
pactenwuii [5, 12, 28]. Ha puc. 2 moka3aHBI KOHCEH-
CYCHBbIE MOCIe0BaTEIbHOCTU MOTMBOB 1—7 B Oesikax
NSWEET.

BbuouHbopMaliMOHHBIN aHaIM3 MO3BOJIMWI OIpe-
JeJIUTh BO3MOXHBIE MPOMWIN BKCIPECCUU TE€HOB
NSWEET B moBYeM amiiapare Ha TpeX CTaIMsIX pa3BU-
TUs U B JIucte (puc. 3, 4). beuto oGHapy:XeHo, 4To re-
bl knacca | (NSWEET2a, NSWEET2c, NSWEET2d,
NSWEET2e, NSWEET2g u NSWEETZ)) n kiacca IV
(NSWEET16) TpaHCKpUOUPYIOTCS KaK B JIMCTE, TaK U B
JIOBUMX arlfaparax Ha BCeX TpeX CTaausix pa3BuTus. B
JINCTE caMblii BBICOKUI YPOBEHb TPAHCKPUTILIMUY AETEK-
tupoBaH Wit NSWEET2c (xnacc I), B 3auaTke KyBIITH-
yrKa U HEOTKPBHITOM KyBIIUHYUKE — 11 NSWEET4a
(xnacc 1), a B TOTHOCTBIO C(hOPMUPOBAHHOM, OTKPbI-
ToM KyBHMHYMKe — it NSWEETI12a (xmacc 1II).
TpanckpunTtbl 1Byx reHoB kiacca I (NSWEET2b n
NSWEETZ2i), a Takke BceX BhISIBJIEHHBIX TeHOB KJlac-
coB Il (NSWEET4a, NSWEET4b, NSWEET4c wn
NSWEET4d) v 111 (NSWEETI12a, NSWEETI2b n
NSWEETI2c) B ticTe TIOJTHOCTBIO OTCYTCTBYIOT. I1pu
3TOM BCe UIeHTU(ULIMPOBAHHbBIE T€HbBI IKCIPECCUPY-
I0TCSl B KyBIIMHYMKAX Ha OQHOM, ABYX WJIM BCEX TpeX
cranusx pa3Butus. B otkpeiTom KyBimH4YnKe (P3) He
oOHapyxXeHo  TpaHckpuntoB  NSWEETI (1),
NSWEET2h (1), NSWEET2i (1), NSWEET2k (1),
NSWEET4b (11), NSWEET4d (1), NSWEET12b (111) n
NSWEETI2c (I11). B 3auatke KyBiH4YuKa (P1) He BbI-
siBJieHo TpaHcKkpuntoB NSWEETZ2i (1), skcnpeccusi
KOTOPOTO B 11€JIOM HM3Ka U OTpaHUYeHA KYBIIMHYMKOM
Bropoii cramuu pasButuss (P2). TpaHckpunTbl

TEHETUKA Ne 6

TOM 55 2019

657

NSWEET4b (11) mpuCyTCTBYIOT TOJIBKO Ha HA9aIbHOM
cTanuu pa3BUTHS KyBIIMHUYMKA (P1).

ITo nuHamMuKe 3KCIpecCy WASHTUMDUIIMPOBAH-
Hble reHbl NSWEE T MOXHO TOIeJINTh Ha IBE TPYIIIIHL:
y MepBOIi — YPOBEHb SKCITPECCUH TTafaeT Mo Mepe pas3-
BUTHSI KYBIIMHYMKA, Y BTOpoii — pacteT (puc. 3). B
npoiecce GopMUpOBaHUS Ha KOHUYMKE JIKUCTA JIOBYE-
ro amnmnapara HauboJjiee pe3Koe CHUXKEHUE YPOBHS
TPaHCKPUMLIMK HAOIIOAAI0Ch Y TEHOB MEPBOi IPyII-
el st NSWEETI (1), NSWEET4b (11), NSWEET4a
(I1), NSWEET4d (11), NSWEET4c (1), NSWEETI12b
(IIT) u NSWEET12c (III). B To Bpems KaK y T€HOB
Bropoii rpynnbl NSWEET2g (1), NSWEET12a (111) n
NSWEETI6 (IV) Obul BBISIBJIEH PE3KUIl POCT 3KC-
TIPECCUMU.

AHanu3 TermnoBoii KapThel (puc. 4) BBISIBIJI Hau-
OoJblliee CXOACTBO Mpouiieil 3KCIpeccur TeHOB
SWEET B 3auatke (P1) 1 HEOTKPBHITOM KYBIIMHYUKE
(P2). Ina xaxmoro m3 MAEHTUPUIIMPOBAHHBIX I'e-
HOB, KpoMe NSWEET2k, makcuMalbHbIiI YPOBESHb
SKCIIPECCUM BBISBJIEH TOJIBKO HAa ONHOMW U3 CTaauil
paszButwus noBuero armaparta (P1 — reast NSWEETI,
2a (1), 4a, 4b, 4d (11), 12c (111); P2 — NSWEET2b, 2c,
2e, 2i, 2j (1), 4c (1), 12b (111); P3 — NSWEET16 (1V),
12a (111), 2g (1)) mu6o B mucre (NSWEET2d, 2f n 2h
(I)). Yposenn akcnipeccuu NSWEET2k 6bl1 onuHa-
KOB B JIUCTE M 3aUyaTKe KyBIIMHYMKA (puc. 3 u 4).

OBCYXJIEHHE

Bo3HUKHOBEeHME XMIITHUYECTBA Y PACTCHUM SIBJISI-
€TCsI pe3yJIbTaTOM X SBOJIIOLIMOHHOM aganTaluM K
OKpyXKarolieil cpene, OOemHEHHOW IMUTATeIbHBIMU
BeutecTBaMu. [lmotosimHble pacTeHus pona Nepenthes
npencrtapiaeHbl moutu 120 Bumamu. Ha KoHuunke au-
cTa OoHM (hOPMUPYIOT YCUK C TTACCUBHOM JIOBYIIKOI B
¢dopMe KyBIHIMHYMKA I JIOBJIM U TIepeBapUBaHUS
HAaCEKOMBIX 1 MEJIKUX ITO3BOHOYHEIX. JIaHHBI YHU-
KaJIbHBIM JIOBYM arrapatr MMeeT CEKpEeTOPHBIE Ke-
JIE3KM, KOTOPbIC MPOAYLIUPYIOT OCIKHU JJIs1 MUIIeBa-
PUTEIBHOM XKUIKOCTHU [29].

WUccnengoBaHus TNIOTOSIIHBIX pacTeHU CHOKYCH-
pOBaHbI B OCHOBHOM Ha aHajin3e 0eJIKOBOTO COCTaBa
NUIIEeBapPUTEIbHOM XKMIKOCTH, HAaKaIJIMBAIOILIEICS B
HWXXHEN TpEeTU KyBILIMHYMKA U B KOTOPOI colepxkar-
csl (bepMeHTHI IJIs1 TepeBapuBaHus (XUTUHA3bI, Te-
poKcHMAa3bl, HEIEHTE3WHBI, HEIPO3WHBI U JIPYrue
depMeHTHI MeTaboIM3Ma XKUPOB, HYKJICMHOBBIX K1C-
JIOT, TIOJIMCcaxapua0B U OEJIKOB) HaceKoMbIX [20, 29].
KyBmmmHYMK cocToOUT U3 TpeX (PYHKIIMOHAJIBHO pa3-
JIMYHBIX YacTei: HikHel (glandular zone) ¢ cekpeTu-
pYIOLIMMU KeJIe3KaMU, BepXHei, CKoab3Koit (slip-
pery zone) 3a CYeT ITOKPHITUS BOCKOM, W KPBIIIEUKI
(lid), 3akpsniBaloIIeii KyBIIMHYMK MOCJIE MTONagaHus
>KEPTBBI BHYTPSH [29].

I/IHTepCCHO, YTO aganrTauusa paCTCHI/Iﬁ K YCJIOBU -
AM 061/ITaHI/I$I, OGCHHGHHI:IM IIUTATCJIbHBIMU BCILIC-
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CTBaMM WJIX OCBEIIEHHUEM, MOXKET IIPUBOAUTH K 1Ie-
3BOMIOLUU (MUKOTETepPOTPO(dHbI), KOrga ILIBETKOBOE
pacTeHune 3a HEHY>XKHOCTbIO IepecTacT (popMUpPOBaTh
BeTreTaTUBHBLIC Ham3eMHBIe opraHel [25, 30—32]. B
cliydyae TUJIOTOSITIHBIX PacTeHUI SBOJIIOLMS IIOILIA
JIayblIie, B pe3yabTaTe 4ero IyTeM MOAU(PUKALIT JIN-
cra cOpMUPOBAICS JOBYMI armiapaT (KaKk paHee
BO3HUKJIM U3 JINCTA LIBETKOBbIE OpPraHbl), CHAOXKEH-
HBI1, KaK U LIBETOK, XeJIe3KaMU, OTJINYAIOIIUMUCS OT
HEKTapHUKOB COCTaBOM cekpeTta. [TommMo 3Toro, xe-
JIE3KU OM(PYHKIIMOHAIBHEI — OHU HE TOJIBKO ITPOIY-
LUPYIOT NUIIEBAPUTEIHLHYIO XXUIKOCTh, HO M 9KCIIOP-
TUPYIOT OTTyla MOJIy4YeHHBIE MOCJe MNepeBapUBaHUSI
MUTaTeIbHbIE BEIIECTBA, B TOM YMCJIe YIJIeBOabI [29].

TpaHcnopT caxapoB OCYHIIECTBISIETCS, KaK OBIIO
CKa3aHoO BbIIlIE, B TOM YMCJIC€ IByHAIlpaBJIe€HHBIMU
TpaHcrioptepamu cemeiictea SWEET [6]. U3yuenue
reHoB SWEET y Camellia sinensis 00HapyXXuiao, 9To
HaunboJiee aKTUBHO OHM KCITPECCUPYIOTCS B LIBETKAX
¥ ceMeHax U, TaKUM 00pa3oM, TECHO CBSI3aHbI C 9KC-
MOPTOM caxapoB U3 (DOTOCUHTE3UPYIOIINX TKaHEH K
pPEeTpONYKTUBHBIM opraHaM [28]. MHorue u3 reHoB
BOBJICYEHBI B OTBET pacTeHMs Ha aOMOTHMYECKUIA
cTpecc [28]; KpoMe Toro, mx 3KCIIPECCUIO MOTYT MH-
IyLIMpoBaTh CUMOMOTHYECKHE OaKTepuu W TpUOBI
JUIST yCUJIEHUST COOCTBEHHOTO ITuTaHus [7].

Ilpu 3aknanke v nocienywiiemM (GopMUpOBaHUU
HOBOTO OpraHa pacTeHUsl pe3KO aKTUBUPYETCS DKC-
TOPT CaxapoB B TOUKY POCTa. 3PEJIblil TUCT SIBJISIETCS
(OTOCUHTE3UPYIOIIMM OPraHOM U, CJeA0BaTEJbLHO,
9KCIOPTEPOM OBICTPHIX YTII€BOA0B. MOXHO Mpearo-
JIOXUTb, UTO IPU UHULIMALIMU “JIOBYEi” MEPUCTEMBbI
Ha KOHYMKE JIMCTA U TIOCJIeNYIOIIEM Pa3BUTUU KYB-
IIMHYMKA TPOUCXOJUT OTTOK CaxapoB M3 JIUCTa B
pacTylIMii Ha ero KOHYuKe JoB4uii armapat. Ilpu
3TOM c(OpPMUPOBAHHAS JIOBYILIKA C (PyHKIIUOHUDPY-
IOLIMMMU 3KeJie3KaMM 10 Mepe NepeBapruBaHus XepT-
Bbl CTAHOBUTCSI 9KCITOPTEPOM YIJIEBOIOB, KaK U JIUCT.

B Hacrosieit padore B TpaHCKPUIITOMAX IJIOTO-
sITHOTO pacTeHus1 Nepenthes sp. BIiepBble ObLIN UAEH-
tudunuponaHbl 20 kK IHK renos cemeiictea SWEET,
KOJIUPYIOIINX TPAaHCMEMOpaHHbIE TPAHCIIOPTEPHI Ca-
xapoB. CTpyKTypa KOIUPYEMbIX OEJIKOB B LIEJIOM CO-
OTBETCTBOBaJIa paHee omMcaHHOI cxeme 3-1-3, xa-
paktepHoit 11 SWEET-6enkoB aykapuot (1abdua. 1)
[7]. bputo TOKa3aHO, YTO SKCHPECCUST UACHTU(DUIIN -
POBaHHBIX T€HOB B 3pEJIOM JIMCTE M HA TPEeX CTaIUIX
pa3BUTHUSI KYBUIMHYMKA BapuaOeJibHa, YTO CBUJE-
TeJILCTBYET O pa3HOOOpa3uM (PyHKIMOHATBLHOI pon
JIaHHBIX TeHOB (puc. 3, 4). [loaydeHHBIE SKcnpeccu-
OHHbIE TaHHbIE TTO3BOJISIIOT MPEANOJOXUTh, YTO OeJI-
ku kimacca I, NSWEET2d, 2f u 2h, npyuHuMaloT y4a-
CTHE B DKCHOPTE T'eKCO3 U3 JIMCTA, B TOM YMCJIE B TOU-
Ky BO3MOXKHOHM 3akjagku “JoBYeil” anmkKajJibHOM
MEPUCTEMBI.

MakcuManbHasl 3KCIpeccrsl B 3a4aTke KyBIIWH-
yuka reHoB NSWEET, 2a (xnacc 1), 4a, 4b, 4d (11) n
12c¢ (1I1) mpearonaraeT y4yacTue KOIUPYEMBIX MMU
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P1
P2

Puc. 4. TerutoBas kapta akcnpeccuu reHoB SWEET Nepenthes sp., HOCTpOeHHasI ¢ UCIOJIb30BaHUEM TTporpamMmMbl Heatmapper
(http://www2.heatmapper.ca/). Pa3nuuusi B ypoBHsIX OKCIIPECCUM OTpakeHbI IMpU moMoliy 1Beta. Ciesa qaHa AeHAporpaMma,
MoKa3blBalollas CTeneHb cXoAcTBa npodueit axcnpeccun reHoB SWEET Nepenthes. [leHaporpamma cBepxy OTpaKaeT ypoBeHb
CXOJICTBA TPAHCKPUITLIMOHHBIX poduieii reHoB SWEET B T1cTe 1 JIOBYEM afnapare Ha Tpex ctaausix passutus (P1, P2, P3).

TPaHCIIOPTEPOB B IOCTAaBKE I'eKCO3 M caxapo3bl s
pocTa JIoByIIKY. Ha mocieayommx cTagusXx uxX Mo-
KEeT CMEHSTh npyras rpynmna reHos, NSWEET2b, 2c,
2e, 2i, 2j (knacc 1), 4c (I1) u 12b (111), mpoAayKTHI KO-
TOPBIX TOCTABJISIIOT TE€KCO3bI U caxapo3y B pacTyllIuit
KYBIIMHYUK. BhICOKUIT ypOBEeHb 3KCITPECCUU T€HOB
NSWEET12a (111), 2g (I) m 16 (IV) TONbKO B OJTHO-
CThIO C(POPMUPOBAHHOM JIOBUEM amrapare MOXKeT
yYKa3bIBaTh Ha y4acTHEe KOAUPYEMBIX UMW TPaHCIOP-
TEpOB B 3KCIIOPTE CaxapoB M3 MHIIEBAPUTEILHOM
XKUAKOCTH (PYHKIIMOHUPYIONIETO KYBIIMHYMKA O0-
paTHO B JIUCT.

Pa6ota BeImosiHeHA TpU (PUHAHCOBOM MOIIEPKKE
rpaHTa Poccuiickoro HayuHoro ¢donHaa Ne 14-24-
00175 u ¢ uUCHOJAB30BaHMEM 3KCIIEPUMEHTAJIBHOMI
YCTAaHOBKHU MCKYCCTBEeHHOTO KinMata DYUK.
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SWEET Uniporter Gene Family Expression Pattern
in the Pitcher Development in the Carnivorous Plant Nepenthes sp.

M. A. Filyushin® *, E. Z. Kochieva®*, A. V. Shchennikova“, A. V. Beletsky*,
A. V. Mardanov*, N. V. Ravin*?, and K. G. Skryabin®?

4 [nstitute of Bioengineering, Research Center of Biotechnology of the Russian Academy of Sciences, Moscow, 119071 Russia
b Department of Biotechnology, Lomonosov Moscow State University, Moscow, 119991 Russia
*e-mail: michel7753@mail.ru

As a result of the carnivorous plant Nepenthes sp. transcriptomes analysis of leaf and pitcher on different de-
velopmental stages 20 cDNAs of the SWEET gene family encoding sugar uniporters of classes I—-IV were
identified. The NSWEET proteins structure in general corresponded to the scheme 3-1-3, typical for SWEET
proteins of eukaryotes. NSWEET genes expression variability in the mature leaf and in the three stages of
pitcher development pointed to the possible functional diversity of these genes. It has been suggested the par-
ticipation of class I transporters (NSWEET2d, 2f and 2h) in sugars export from the leaf to the point of pitcher
meristem formation, NSWEET], 2a, 2k (class 1), 4a, 4b, 4d (1I) and 12¢ (III) — in the delivery of sugars for
the initial development of the pitcher. In subsequent stages, they can be replaced by NSWEET?2b, 2c, 2e, 2i,
2j (class I), 4c (II) and 12b (III), delivering hexoses and sucrose to a growing pitcher. In the fully formed
pitcher, NSWEET12a (III), 2g (I) and 16 (IV) proteins can export sugar from the digestive fluid to the leaf.

Keywords: Nepenthes, carnivorous plant, pitcher, transcriptome, sugar transporters, SWEET gene family.
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