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Abstract: Sugars are important energy source and signaling molecule in plant, and play important
roles in plant growth and development as well as biotic and abiotic stresses. Sugar cannot be transported
independently across the plant biofilm system and needs the assistance of corresponding sugar transporters.
SWEET (sugars will eventually be exported transporters) is a class of sugar transporters, it can carry out
bidirectional transport of sugar in plants, and participate in many important physiological processes of
plant growth and development by regulating the transport, distribution and storage of sugar compounds in
plants. In this study, we cloned a gene named MdSWEETI. Expression analysis suggested that MUSWEET]
expressed mainly in stems and flowers and can respond to various abiotic stresses including NaCl. PEG.
H,0, and ABA. Ectopic expressing MdSWEET! in tomato enhanced salt tolerance and accumulated more
soluble sugar especially sucrose and fructose.
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TETRESE . BEHTYORE MR . v vENE 5308 7] % 1 & %5 (Rahnama & Ebrahimzadeh,
2004; Hajlaoui etal., 2010), A AAEMEREEZE MR EZEMH (Prado etal., 2000,

WERAAORAEY) = E I REERIE, 10 B N 3R A Ve J A KR B #5455 (Ohto et al. ,
2001 ) o A] P BE ] DA I T 40 B s 3 Aok N A HEAE Y38 (Rosa et al., 2004; Rolland et al.,
2006). TSR, T KPR LFER SR LA (Nayer & Reza, 2008); /KFEMH &k 5 Fl PT1 B
5 NaClIREERISEIN, MR, FenlR/KoomE. M0, RERAR A b & EHOEdig i (Siringam et
al., 2011); TEPIANAEAE St Fleb, i 5 00 L AN 5 005 A 56 2 B9 ml i YEBE (Ranganayakulu et al., 2013 );
B 2AE NaCl M1 PEG &b FE N AT MERE & B30 (Gill etal., 2003); i< fdi 38 5 1 i R4k P A 2K
HIENE (Rosaetal., 2004), X% DLiji B HE7E AR 4 W0 S A P i Hh BT ke (1 S B4R

WA R EH EEREREEANS. E5MEITH O RILE 70 MRS EA, S
PEEIZ R (SUT/SUC). OBtz (STP/HXT). WEEHAEEE (ITR/MIT) Kz E

(AZT/MSSP) %5 (Raeetal., 2005). 1l SWEET (sugars will eventually be exported transporters) &
TSR R I — MR IZ A, B 2 A MtN3/saliva PEIRZEHIR, S5EMETE. LB W,
FhFIETE . BRI B IS W0 B AR S AR A A e R T AR 2 A A O% (Chen, 20125
Sun et al., 2013; Lin et al., 2014; Chen et al., 2015). AR S+ 7H 17 4 SWEET #:[A, Hr AtSWEETI
BRI, HIBE S B EIEH % ACSWEETI &R 8E A, BE AT LU 27 % 6
F16 5 RS IR Az SR DA 745 6 26 09 1) PN 5 D PRI N s AtSWEETS 2 — R i biis |, HILp R
TESHZHRIL, atsweet8 FARRKIHHEVEAN T HRF AL Mo, ASWEETS Fl AtSWEETIS 55
WFEIFIRE (Chenetal., 2010,

SWEET K F bk T 5HEY0 K G A RLAAL, TEAEA P38 (e 5o 2 ot R 7 35 B E
AWK ASWEET11 1 AtSSWEET12 7ESFg It 7 67 53 1) f B2 2R A i Fh RE B Mgt . S 50
HRERMAERR . 7F 4 CHARIEIAEE R, SURGTF sweetl1-1 F375 VA L A= AR 5 22 (10 7] 267 A0 SR
B, AT EA S TR A REMNATS, sweetll-1sweet]2-1 SUIRARK L BT A= B B B 5B (41,
M B SRR A B AR (Hir et al., 2015). AHFFERKIL ASSWEET17 &AL TiRIEME, 657 nk
Eeiz, AHHAT atsweetl7 FAFREHE & & FH5 (Chardon etal., 2013). AtSWEETI16 XfREME. H
WA A PE S HA S, BINATT, ASWEETI6 i 5 MM RS E0in, a8 4R,
atsweet]6 FAER R E M TESEE (Klemens etal., 2013). AtSWEET4 1 57 Skl A 25 bl 1 4%,
I RIK ASWEET4 Re$e =l m 75 T R AGFE M (Liuetal., 2016). I+ FRERIERM A
Yy DsSWEET12 R DsSWEETI17, W LA A a AR R, JF A mor Ehiie . 2@ i ia i
S AR (Zhouetal.,, 2018a, 2018b).

kPR TR R SWEET SGRER R 03 (1 2 AR ThRE, e AER P smpE] 1 A SWEET £
(MDP0000237435), Z¥EK ST ASWEETI R, 3F—5% MASWEETI £ b 57
RFIE, B FCICAE R 3 e B AR R R

[ VL SRS DARES

1.1 #RKREZ RNA 2B MdSWEETI 3Ri%H) qRT-PCR 77 #f

10 FEARIE WAL SERBAEAE 1L AR R BT T R IR (P, %, 2015 4 5 AJF
B O AIBUERAR S ghZ A 1 (WHERD MRS (E) 20 A, WA RAE: 534 0 AT 200
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mmol "L NaCl. 10%PEG6000. 100 pmol ‘L'ABA H10.5%H,0, &b F W4y’ gL BN, 43w
B (0. 1. 31 6h) HUBKRZAR: ddul AR, 2T - 80 Cukfi#H.

K F RNA plant plus Reagent ilifl& (RR) FEBURAGFER RNA, HH R x50 &
PrimeScript® RT reagent Kit (Perfect Real Time, TaKaRa) 3£43 cDNA. 1 Jfjszif & & RT-PCR )77
%, H cDNA BRI R F MASWEETI B3R5 7KF, DLSER 18S RNA fEAS%&E FFESE, 5l
YN 18S-F: 5'-ACACGGGGAGGTAGTGACAA-3', 18S-R: 5'-CCTCCAATGGATCCTCGTTA-3'.
PCR ) M S E (51 Y07 %)y MASWEETI-F (RT): 5-GCTGCTCCTGTACTTCATCTACCG-3',
MASWEETI-R (RT): 5-GGTTGTTGATCAGGCTTTGCA-3'. fi] UltraSYBR Mixture (with ROX)
WilE (FEomthal) #ETSEm %06 E & PCR 704, 20 uL SR ZRN: 2% UltraSYBR Mixture 10.0 pL,
955 (10 pmol - L) 1.0 uL, 3514 (10 pmol - L") 1.0 uL, ¢DNA 1.0 pL, ddH,0 7.0 pL. ¢
Je5E & PCR M BigcfF: 95 ‘CHiZEME 10 min, 95 CAEME 15 s, 56 CTiBk 15 s, 65 CIEMH 10s, 40
UAEIR, RGNS 3 BT 9O6REE: BUa, KM 2T b e B i, HEAEE 3 KE
=

1.2 MASWEETI 15 &

2017 4£ 9 HFFUHER W R R\ K% R %5 TR%GEHR =598 30 d, AKRERLE,
215 em, Z9F 12 AR Rh AR R ONEM, SR RNA plant plus Reagent 7@ (R
) HREURES ) RNA, FIH S 5587 & PrimeScript'™ RT reagent Kit with gDNA Eraser (Perfe
ct Real Time, TaKaRa) 3ff4 cDNA, W /7T -20 C&H.

RS R R A e P A R B0 F 41, &ih 514 MASWWETI-F: 5-ATGGATCCAAAAACA
ATGCA-3'#l MASWEETI1-R: 5-TTAGACATGCCCATCTTGGG-3'. LA “MEHi " 41511 cDNA AR
#E47 PCR §74: 95 ‘CHAE % 10 min; 95 ‘CAEME 40 s, 56 ‘CiE-k 40 s, 72 ‘CHEfi 2 min, 35 K
PEIR: 72 ‘CHEMH 2 min. PCR =¥ 1.5% BB NEREEER HEAT Pk I W B B 247, @43 pMDI8-T
o B R TI T

1.3 MASWEETI BV 25 5 #rfn IF 40 E i

MEGAR 5.0 #J&E RS 4LH; K1 ExPASy Chttps: //web.expasy.org/protparam/) F T 74T
MASWEET1 & HAEVE . S5 - LoRK s FAE TMHMM Server v. 2.0 738 (BSR4 #4505
SWISS-MODEL (https: //swissmodel.expasy.org/interactive) 7#r8H . =R,

i/ Gateway H{R (Lu et al., 2019) #EKIEH M, 355:GFP-MASWEET1 {ENRIEHAE,
35S:RFP-AtCBL2 1 iRIEIE & A7 (0T BREAA, )RR AT BT AOMH 2 e 4 M 3 A 702, KX o
TR B LE R S R BRI 0k, 2 ~ 3 d S e 20 SR O G L SR AR U L % I A i s A A T

14 EVMREHFHEESRITEN SFHOEMEEREL

Wit MASWEETI::HA 1519 (E355149): 5-AATGGATCCAAAAACAATGCA-3', FiF5I4:
5'-TTAGACATGCCCATCTTGGG-3"), LA IEA ] MASWEET1-pMD18-T i ki AR 1T PCR
P14 . PCR =934 1254 HHYIFRIEEAK, W T A 5 3R BUTURL 710 LBA4404 R AT, HT1R%.
ZIRARE I (2018) V5 ARAT B A Qe it o

PCR %€ ¥ JE R B ili: F CTAB VE$E UL R I A i JE K 2H DNA. L 35S 5 B3 51 4: 5-GACGC
ACAATCCCACTATCC-3', MdSWEETI-R fE R NiE5%): 5-TTAGACATGCCCATCTTGGG-3'. Hf
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AE TR A BAEXT IR, MASWEETI ::HA JFRABHYEXT IR, 43 50338 MdASWEETI, #t47 FH 8% 3 R E
MRS €« WI20 % e N R B i 4l i kAT AR AR J5 FE 3 RNA #H 7%, AiG Rk TR
5.

P B S 3 IR EEM 3 R ARER.

1.5 HERERFEREH. FAAME. SEKE. BERSTNR_BIE0NE

T A AR AL JE DR e it 34y CEAEZEAID), FIRRR & CrMBEEMEARER AT,
W EVERT . ATV . RERE. SRME. MEpE. dEE. BERE TS E;, RAMAREILZ®RE &
A 25, 1994) MER S E. 3 MEYFEESM 3 MEARER.

2 RS0

2.1 MASWEETI IS BREMEEZE SR

AT R K SWEETs FL[X 5¥#%5iz M55 (Chardon et al., 2013; Chen et al., 2015; Liu et
al., 2016). ABFFLHLL ‘4" HELE cDNA R, FLFESH—A%) 800 bp K (MDP0000
237435), ZFER AL A S 263 NMEIERR, SN pl oy 9.68, ARE RECH 3491, UiHIIZEA
& TREREN.

PR 75 5P T SWEET FKR R0 (18 E P AT e o i (B D, RIiZEAS
AtSWEET1 364 % Zfilt, L4 8 MASWEET!: & A FHSK 2508 0.511, HiZEAA
Hi/KE A TMHMM EL R0 45 BB MASWEET1 B EASH 7 MEELSHE (K2, X522
RIAIWESE (Talbot, 2010; Baker etal., 2012) MWI& . Adk— D0t R HAEY =R, X MASWEETI
BEAT WA E AL, ORI EAL T (Bl 3D,

100 ——— AtSWEET7
86 L ASWEET6

7 AtSWEETS
100

AtSWEET4
AtSWEETS
—————— AtSWEET17

100! AISWEETI16
AtSWEET15

53 AtSWEETI10
100 AtSWEET9
66 —100|: AtSWEET14
AtSWEETI13
99 4|:AtSWEET1 2
100 AtSWEETI11
AtSWEET12
30 AtSWEETI13

33 [ AtSWEETI
100 ! MDP0000237435

1 MASWEET!1 KyZE(L 534
Fig. 1 Phylogenetic analysis of MASWEET1
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Fig.2 Transmembrane domain analysis of MASWEET1

JLE

Probability

MAJSWEET1-GFP AtCBL2-RFP H3% Bright field BilE Merge
o Y AU B\ \ T R

€] 3 MASWEET1 KT 4R
MASWEET1 #4845, AtCBL2 mﬁélém‘c PE LI E L et B, Wi G e 2B R G5O,
Fig.3 Subcellular localization of MASWEET1
MASWEET]1 fused with GFP, AtCBL2 fused with RFP and was used as vacuole located marker, when MASWEET1-GFP and
AtCBL2-RFP merged yellow fluorescence appeared.

22 C‘MIBRC ERF MASWEETI BIFRIEDHT

9 -
B R AR CAT LU 23 Hr 5E BAT ) D e _ 8T :

fEE EKHE (Kidokoro et al., 2015). Kkl . Z
i qRT-PCR IR 77 5460 MASWEET! 4£ ‘"84 5 o
FRo 25, M AR ORISR, RIS = \
SR RIS, I B AL Rk R 2 2 g . I i
(B &), EEPRIERANRDRILREN 7.5 e e & m
'FEII:’ E%*%ﬁ%é@%*ﬁ*%ﬁ%% 2 'fﬁo Root Stem Leat Flower  Fruit
2.3 IBR’ Rt MASWEETI 3%#deE B4 MASWEET] MRRRED

Fig. 4 Tissue expression pattern of MdASWEETI1
1R8O A 2 *P <0.05.

FIVATERE IR B 2 s B YR N 102 5
e, AT R M R A F 45 Al AR 38 B . 43 A 200 mmol - L' NaCl. 10%PEG6000. 100
umol ' L' ABA 1 0.5%H,0, 438 ‘W& H" 0I5 04 1. 3 fl 6 h, &RAGI MASWEETI {I3EN ik
o G5B IR MASWEETI %t Z R iabaman: (B 5), et b B oy B . 7EERARHEJS 6 h
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FFFERETRITHE, 208 0 h FEEFILER 50 . XLERUY] MASWEETI W fexZ 5 Hiha
R 15 o

A B
g0 . 200 pmol - L NaCl W %11 Control 1o [J 10% PEG6000 M *fi# Control
. )
a 50 © a 1.0 F
S S
I 4 40 | K % 08 - T e
w5 30 ® 5 06
' 2 ' 2
FEE 20 f EES 04 ¢
0 0
SERUNC #o02
k3
0 —— ol o LI
c D
20 [1100 pmol - L ABA W *fi# Control L [J0.5%H,0, B X Control
. r ES . r
& % 5
g 1.6 - g
W % 0 3
H B 12 F ] &
® 8 ® %
72 osf = 2
® = E g
o & 11
0
v 1 3 6 1 3 6
st E]/h Time st E]/h Time

B 5 MASWEETI 33 H#hihi& sna R 43 4
Fig. 5 Responses of MdSWEETIto various abiotic stresses
*P<0.05.

2.4 MASWEETI & RRRIARHERAMEENIRR

PCR BB KA, S5 REor, EEEREN DA HI%, £ MASWEET] K% i
TR LA BIBR R H s (& 6).

l‘ﬁ"fﬂiﬂ it MASWEETI-1 oF: %
Negative control . Positive control

Marker WT MdASWEET1-2

H gt
Target band

B 6 PCRMMERZERIEK
Fig. 6 PCR to identify two transgenic lines

Fl qRT-PCR ()7 =AM AN L JE KRR 2 vF MASWEET! [R5 8, 455 R HIEREEE S 5
NEPEE RN 74 50 S0 5 AT (B 7, Ao kg DRIRN BT AR R 28 At dr i ml ¥ P W 2 A b 7 i
HREREKEN SRR ERTHER (B 7, B), IEEHESERES THAR (K7, O. Bk
H¥m i B MASWEETI fe Rk ] iR AR &
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920 r 60 r B _
g 807 = z 5
w g O B os W 3
X s 00 23 22
® 8 50 2 % £
® 2 40t = = I 2
o S ]]ﬂmﬂ D 4\]1 5]
= 30 + b= =
o ﬁ‘JI 5] % 5
M0 ®]o #H g
10 - R &S
0 E‘
MdJSWEET1-2 WT MdSWEETI1-2 WT MdASWEETI-2
MdSWEET1-1 MdASWEET1-1 MdSWEET1-1

7 MASWEETI %ZEEEMEE (A) REMEKRTIEYR (B) MARM4EE (O) SENZK
Fig. 7 Identification of MUSWEETI transgenic tomatoes (A) and changes of starch (B) and soluble sugar (C) content in tomato plants
*P<0.05.

2.5 MASWEETI E&mPRUREIRSEM LM

%ﬁlﬁﬁiﬂﬁéﬁﬁTEﬁ#ﬁ*Tiﬁ 3 JAJG I NaCl ¥R peRE, &3 d 3% 1 Ik, NaCl iRJE M
200. 250. 300. 400. 500 mmol " L Z#iihn, £)20d 5 WEHA, K IS 5L R 3 4 bL B A= A 5
SR SR YE (B 8).

WT MdASWEETI-1 MdASWEET1-2 WT MdJSWEETI-1 MdASWEET1-2

20 cm 20 cm

%} HE Control NaCl

8 MASWEETI BERBEMERME THRE
Fig. 8 Phenotype of MASWEET]I transgenic tomato under salt stress

Kl &8, BFAERAE SR R R E L) MDA, S3EEREMRAE, thib 5 54 BRI
MDA & B RN Z 2 umol "¢ FW 24 (F9, A); Z il 1 4 & P AL S A&
B, GRERHAAHEEAEMAMEENENREAAES TEEEE B, SR A S R,
L S A 7R 8 o 9 T 3 B S L R S R R M K IR R B . 0 TR B S AR A, B AR AR
AT A B A RN T 128.8 nmol - g FW,  FERERIRLER 2 I HN T 33.1 A1 39.6 nmol - g
FW (E 9, B). R MA NI 5 M BT AL, 75 b FE 5 B A B 55 54 56 R 35 it o S Ak
EERBHI M, (2R AR LR R AR R T2 R S, B A AR AR LR )t



LuJing, Ma Qijun, Kang Hui, Li Wenhao, Liu Yajing, Hao Yujin, You Chunxiang.
Ectopic expressing MdSWEET] in tomato enhanced salt tolerance.

440 Acta Horticulturae Sinica, 2019, 46 (3): 433 - 443.

A BB 82%, IMFEFERIAE AR 4 7 L ISR 12 & 5 59%A1 58.6% (K9, C). LA EgE RS
VEFRIE MASWEETI G835 3 hht $h 4k .

B WT [ MJSWEET1-1 MJISWEET1-2

A B C
—~ 350
E 200 A 351
o~ - £ 3.0
z ¥ & 250 =
~ = % w 2.5
» E < 200 = 20
° = g g
£ % &2 150 ERRR
= = O 100 g: 1.0
= lg 50 0.5
0 0
*J 1 Control NaCl %} & Control NaCl *J 1 Control NaCl

9 HMABEMTFERMEEREHA_E (MDA), BEABETFMIEAKE (H,0,) SRATEL
Fig.9 MDA, oxygen free radical (OFR) and H,O, content of WT and
transgenic lines under salt treatment
*P <0.05.

2.6 MASWEETI @3 mEEMRENIR ZIESE ML

NS MASWEET1 {EMEHE IR AR (PR R, ARGl 6 A B 5 Ve b & 2 T i PR 5 2
A, A2 R AN B AE R AR IR 5 B LU S AR &, SR AL B AR TR AN D R PR
TeR e R N R, BREDIE R T BRI I T AR (& 10, AD.

BEWT [JMJISWEET1-1 MJISWEET1-2

60 r A o 80 B « )5 C

> Z ot 1« &
z = & * F F
[l w2 60 -3
w0 o 2 * 8
2 E 2 2 5

= L RS
S = i & 4 =%
i 2 7 5 g =
o : pge e
& O 322 &= g
2 w S ' ©
S RO

go | & .

%J g Control NaCl

Z 9 A
w2 ~.°D8
2 g 3
2 g <
= © < ©
i 5 W g
ﬁ‘ﬂg ﬁ‘JIg
=) e}
i B

%J g Control NaCl

10 SAEEMFEDMFEEEKIEY . TREE. SEH, EENRESRATL
Fig. 10 Starch, total sugar, glucose, sucrose and fructose content of WT and transgenic lines under salt treatment
*P <0.05.
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TE W5 5 57 R B AR AR 2 00 P VA P i PR R DRI 0 P PR S A, R B R TR R S R
G0, AR DR b R LB AR AR AR v (110, B o #hACER 5 AN 0 2 B AR AR e BE R 2 3k
S R TN, BNRIEEEAEANK (& 10, C). ShALPATE AR BRI RE & & LA R D
FEPR AR 2 A, ShACTR )5 B AR BRI RL I (R 2R i 22 T vty R 2B TR T i e 58 ) 28 L AP PR A s (T
10, D)o RBESENAACES SRR SARL,  hAC TR 5 e Ik DR A R R AR SR &5 T v
(R 5 DR 25 At 3 D0 e P WA S i TP AR Y (1 10, EDo BA B2 BV MASWEETI W] B il i 5 i b
AN SR AOAR R R 2 1k

3 Wi

Ke3E R MASWEETI S RAE 3t h RIS, IR T PIRRAR € 18 % 1) 5 AR A ik — 2B (K
T WETUKBUERRMIE N AL R 15 2 T vEnE, Rl 2 REREAL RN, Jf HA R Dbk &
PR TEAR, XUeLIRUIN] MASWEETI W] RE 5 15 RERE A SORE AR 2R S ma Y i 2

B

I FRZAH 20%0H 1152 2 ERHE 52, JF HiX — 3 SOk E (Zhao et al.,
2014; Zhangetal., 2016). 3 ERFHAL ™ H | 2035 L HOR S AVEY A F= T Rk Ehibie, 1Y)
B TR ZHLH: —FORBE P Na DRIERH NaWREAE Tibem, EREFEE, B
— PR IE BB T HERR Na'8 CI' (Shabala, 2013). BiE T LUR S MRIBIEE, Min4E
FFZE (Blumetal., 1983).

BN R IEIE R ) B GRS =AM . VA PEBE R TV M SE (Hajlaoui et
al., 20100, EAEYIHE 5 25 (KRS 2 5 EFEEEY AN BRI R (Krasensky & Jonak, 2012).
AR ER M N A RERE A SRE PR RAEBR IS AT VBIE TR T AN PP DL RS B e S
ST E IR EEA/EM (Singh etal., 2015). KRG 2 B A1 A 595305 15 (08 5 Ao v 4L
15FRA % (Pattanagul & Thitisaksakul, 2008).

SWEET & —KWidicthr, W&, R AL JRM AT DsSWEETI2 A
DsSWEET!17 JERTERF I h ik, SRWEFIR &0 & 20, 1 REX AL 2w 1 AT,
TR T SRR 2 R A 2 (Zhou et al., 2018a, 2018b), FAEGIF T ALSWEETI2 A1 AtSWEETI7
W A] LW SRS (#4312 (Chardon et al., 2013). AR A, MAAWEETI & & 7 T 7 i bl e
BEA, BT RIRKRIE MASWEET] 125 RERRENE &5, RN kg s, HE MdSWEETI
JE I 5 SURE AN RERE 00 R g mE A SR .

RsepE g R RS R E RN R —, SERRESCH I ATA N R AR R
AR, T SRR L A CEAK AR OCS, 20005 E#FEE 2, 2007). AHETE R I MASWEETI
REVR T RERERUIRIE AL R, BT LS MASWEET! W] R84 5 M B 5 5 5

SERBRAHMX FEMEFREL —, HAEKEEZASMIEEY e Gh. T2, KRS
oggm, Rk, S0 el B i S SR S R AR AR Y P BT R S R . A T IE I R A R R R
KNI MASWEET] 3R, R 912585 DR T L3t 1 05 JRE 00 R S0 (00 R R 4% sk it SR 1%, itk — 2Bt
JEERM R B MERMBE T HIR I,
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