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Abstract: Soybean [Glycine max (L.) Merill] is important source of plant protein and oil. Salt stress causes
yield loss which is a major abiotic stress to soybean. Identification of salt tolerant genes is important for breeding
salt tolerant soybean varieties. This paper summarized salt—tolerance related quantitative trait loci and genes ob-
tained through forward genetics, including GmCDF1 (Glyma. 08G102000, a major gene identified at germination
stage), 2 QTLs identified at emergence stage (located on chromosome 6 and chromosome 14 respectively), major
gene GmSALT3 (Glyma03g32900) and the QTL in G-linked group at seedling stage. Thus it was believed that no di-
rect correlation between salt tolerances to soybean at different growth stages. The paper also summarized research
progress of improving salt tolerance of soybean by reverse genetics, such as ion transport, transcriptional regulation
and the development of improving salt—tolerance by transferring exogenous genes. It is expected to provide referenc-
es for analyzing molecular mechanism of salt tolerance and for soybean breeding.
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I B AR A B, SR TR R 3R A AN (R XS
B st £L B8 AL T Bl 1A R A, e R TT
P A L B o TR AR B AR 2R 7 e ) B AR AR A
z—,

R G EAHRM R, R AR FE A AR
P A 2RI Z — , e 3R E R AR X Bz,
B R KL P TR AW, e rh O BB 5. 0
SRR SERSIE N | PNITRE S8 NN 3 A N
T RN R SR G A v R M R N, A B
R AP B MR R A SR 5 28T, X O AT
PNCTE N ERTY L § SOy SN (57 ST R N T8
St T BB RIS . 7R K S R 2 PR R AT T
A Ao TF [ 38 A% 2 A B i 3 A 2 P PR AR R A T
R TEHE I , 2 — 4R s R S R RE ) A Sk
PREAL R  J54b, i i A ) TR HOR T-Beke SR
SN AR T, 0 2 22 B i M T £ 7 A P9 OR T2 bk
FMo ARTOHE L b = AN T3 LRSS R TR R A P Y
ATt R, JU) B O R R 23 T AL BT 5 A £ 23
THEMERSE,

1 BREmBREFTERRTAIR
£ QTL 2 X A

E A BF 9 25 R UE W] R T 6 P IR 2 32 B B
P 55 D BULAS ERQTL I M B MR, 2 &
JUTAEk % R G R MR #E 4T T R E M, T
A A 20 5K R R B T R O T B MR S
o B PR R By 28 M) v . 7 R LT SR IR QTL 2
PLAEFE R, V8 22T £6 B AR U IR gl e A R A, 3l
o 2 AL ARAT A ) AR5 AR BE o T R
F 4 S-100. Jindou 6 \Tiefeng 8, RSP A Jack-
son . 85-140 %5, T4k, T 51 I P N 74 4 o Bk
B 53 B 1 42 3 R 41 DG B 53 BT (genome wide associa-
tion study, GWAS) A B A58 K G A o i £ PR
RTS8 I A A K ST AR B MR A7 A5 (quan-
titative trait locus, QTL) , —J7 ] A] DA 3K 15 5 i £h 5t
R 7 F-ARic , 18 FH T 00 T FRic 4 B (marker—
assisted selection, MAS) & Fit , 55— J5 i A] DA X} 3k
QTL HEATHE A0 E 7, AT %85 L TR AH G HE A, Sl ok
TLTE R B b PR AL RE D BE IR,
1.1 EFHBEEMAEME QTL & B {5 FEff £k
EHE

B NP 25T 1 7t — L T HEBTRE N (3
S YR ) B T RORL A I O SR BT U i
AR PR AT R H A B LA T2 QTL A S =i, £ 1

ST E N AN E T QTL & 7 3R 15 /A i 5 QTL =k AH
KHMH

Lee 25U i £5 5 S—100 FEL SURFH 5 Tokyo
FeACATH 1 o REARHEAT QTL RE AL, 7E R T N E BT
S E A FRLQTL A 5, AT Sat237 il Sat091
Z ], 3 3 3 AR ic Rz A A AR R R R &R
(it EE bk R ERBURME R ) | 478 e 35 ACA R ik
XN FRiC P T MAS & #'e Hamwieh 25158 i
M Eh B A & JWS-156—1 FER U5 A Jackson 24
G AT 2254 F BRI T QTL 7, 45 R R W,
PEAE R EL 3 S YA |- 4 QTL A A5 i it £ 828 57 1
68. 7% , HiZ QTL AV 15 Fl Lee 55158 {7 45 A R] L 1A
g AE B AR R G R B R A i 67 a5 (R
HA MRS . Hamwieh 5" F| ] FT-Abyara x CO1
i 19 96 4~ F, # 41 H 28 & (recombination inbred
lines, RILs) F1 Jindou 6 x 0197 fi7 4= [ 81 /> F, RIL #f
AT R BT M QTL A, Y A6 2] 1 A~7E 35 Y fa
& b Bt £k =% QTL, 53 ik >R 43 71l 35 £ 44. 0% F
47.1%. Ha 55838 i B A= K 10 5T P1483463
iR 3 R o fHUR S A Hutcheson 2238 3515 T 106
N R E AL SRR, T £k QTL & T 35 4
{44 SSRO3_1335 MISSRO3_1359 Z i), L) F#FFEE
N7 19 K 2T 3 QTL A 5 AR R, (o 4 25 it 6
o H #2014 4, Guan Z"F FH Tiefeng 8 F1 85-140
FASHT A 1Y 367 > F, R B it £ QTL & i 78 35
Pem R b FRiC X828 QS1101 F1QS100011, H-i 44
7 GmSALT3 , ik — A3 i X} F AR A9 5769 4~ Bk
HEATRE 40 7, ¥ QTL & o7 IX [A] 45 /INB) 17. 5kb, 7
T QS100001 £ QS1119 Z [0] , #F K &S H S H 4 v
X — X 8] LA — A5 (Glyma03g32900) , i 3 [
i BH 2 F/H s B, B AL T BTN, AT RAREAIR
KELEH A PO E TN E, B E R E
fiif 51 o VR R 31 A1l i Rl ORN 22 AN BF A KGR
JE I I e B, R o 5 B 5 GmSALT3 A3 54 9
AN ALY (2 N R B RN 7 AN SR ARUB A AL |
— X 1724 v K T SRR 5T AN B A KR
oo e YRR A T B R S | & B Tiefeng 8 FLAT 7 H1
A BE ST ER AL S L IR, H BRI A v [ K B R
M EA T2 (B A Ju Rl

B T 7 355 e iR i QTL AN, FE B YL 8
P F A TR A DG QTL A i 18 o  Cheng 52l 33
Kefeng 1 X Nannong 1138-2 T A AT F.. WK BT
Yo BRI ERAH S A QTL AN , 76 G iR % E
H—AHT QTLAV &, 437 F Sat_164 Fil sat_358 Z [H] .



514

rhERR YR

2020,42(4)

2R AR B A K R R U R NY36-87 Ak
B K AR UL Peking # T 2204 F BE(A 3
ok P I R S R Iy B AT AR A G 3:1 40
B, R TR A 43 20 53 H i (bulked segregant analy-
sis, BSA)H 87 21 K & NY36-87 it £k QTL {7 7E G
B, SSRARC 18-7 F1 18-8 Z [A] (£ 240Kb) . Do
A5 3 55 T b 5 A Fiskeby 111 o 32 b 5088 5
Williams 82 24323k 15 T 13240 F, X R, WHEET
Bi 3 5 YL IR E 1 QTL Ak, 78 13 5 e A ik %2
—ANFEIQTL, BR T H# QTL AL, HHTIA I KE
AN & B U TR M T LA S o ) A ik
it 5 % 5% K G e B 39 F A= K G U % R
NY27-38 ZR A HI T T 142 F, K &, 0 K H i )
HEATT ERE QTL & A, 5 Ao B A~ 5 HY 1 4 i 3
QTL, 43 %5 T 6 5 4 4,44 (06-0935 1 06-1000 Z
] ) AT fif B 2. 01%~21. 06% ) F A8 T 5 14 5 e fh,
& (14-1377 F114-1421 Z [6]) , AT R 11. 98% MY 3=
RUAS S . Zhang %P5 i Kefeng 1 X Nannong 1138-2
FRAS I RIL AR TR S A& Bt Eh M QTL 2 467, 8
SYEAR [ AIFRIC Sat_162 fFE— N F8% QTL, 454
GWAS %5 51 5& 6GmCDF I (Glyma. 08g102000) Hy T
B i 1E BE R ik R JE T BH S AR
(Cation efflux family) , 5 22 55 E I B K& K &2
1Y 2 ST 6 1 B R S I
1.2 FIH GWAS ELXEfMh QTL RER

4 5 R 41 G IR A3 BT 2 — Fh 7 4 R R 4 K F |
I FH v 8 B 43 P A o6 BT i 5 4 R 2R A T I 4
SRIG A AT 0 4y AR e 5 O M R B MR 2

[ MRS T s . GWAS 53T 2R AR AR S 4 7 B 43
BrAH B, o7 DOXE A SR BEIR R AT 0B B R R o 2
FIARAR 53 RN 38 A% Z2 R, A0 ) RS 20 o Rk R &
P 3% J5 ¥ W Risch 58 T 1996 4248 i, JF T
2001 4 Hansen %5 17 S iz FH THE A 5227 (H & 78
KR G , Zeng S5 WE IR 2 P4 283 4~k
BB G PR HEAT 120 mmol/L 58 Ak B 1 T 30 Ak B
12~18 d, g B i (8 7 & i R 2 38 5 o 4
SEFEFR, FIF 33 009 4~ SNP HEA7 SE e #r , 45 R %
AT 20 4~ SNP 7 AR50 v 5 i G088 1 ik B
IS R & i W E A OC A3 T g ek A 31 A
SNP, 3X 2647 1555 Guan 25" £ QTL H A sk 4231 , 2
Sk A9 — SNP WA ET Huang 3528438 19
it £6 A7 S4BT . M RS E T 7187 QTL. Huang
AFOONE X 192 AN [ K E S AR ZEAT 120 mmol/L &
FEANAL B 15~18 d, X i B AR A R B 2R A7 o 4%, R
SoySNP5OK #4744, B 3 5 Je A1k 147 524>
SNP Fiic , H A1 98 R £E S-100 H 2% 52 iy iR £k QTL
A, 18 5 Yk A 31 SNP Fl Kefeng 1 ifif
R QTLHEIE , 7y ANE S E T 4187 QTL. Do 550
DAL i ia A 3 R G A A R B
W B B R S T AR D R M 4
P, 38 2o 4 5 DR 2 F 0 AR AR T 370 J 1 SNP, >R
SoySNPSO0K 43 M7, %F—£H 305 173 . o5 —2H 234 )y K&,
PEURIE AT M GWAS 207, ¥ & B 3 5 e (kI
A L FAH 5 SNP, H I Guan 259738 1Y QTL 8 4 5§
i, 535 8 T etk b — N QTL A s Al £5
PEAHE , TN 2 DX IR 1 K R QTL AV A

®1 BEMMAEMEEX QTL
Table 1 QTL mapping for salt tolerance in soybean
FRAAG e [ SNIN R R ESE S SE VL) 2753k
Parent Population type ~ Population size  Linkage group (Chr.) Location of QTL Development stage  Reference

S-100 x Tokyo F,5 106 N (Chr3) Sat_237 ~ Sat_091 15
JWS=156-1 X Jackson F, 225 N (Chr3) (Sat1237.Satt339) ~ Satt255 16
FT-Abyara 9 x CO1 F, 96 N (Chr3) (Satt255.Sat_091) ~ Sat_304 17
Jin dou 6 x 0197 Fe 81 N (Chr3) (Satt285 .Sat_091) ~ Sat_304 17
PI483463 x Hutcheson Foe 106 N (Chr3) SSR03_1335 ~ SSR03_1359 Hi 18
Tiefeng 8 X85-140 Fs.6 5769 N (Chr3) GmSALT3 (Glyma03g32900 ) Seedling 19
Kefeng 1 X Nannong 1138-2 | 184 G(Chrl8) Sat_164 ~ Sat_358 20
NY36-87 x Peking Fy 220 G(Chrlg) 18-7 ~ 18-8 21

N (Chr3) Salt—20 ~ Salt11655
Fiskeby III x Williams 82 F, 132 22

H(Chr12) Gml3_37204738 ~ Gm13_38988256

C2(Chr6) 06-0935 ~ 06-1000 H
ZH39 X NY27-38 F, 142 23

B2(Chr14 14-1377 ~ 14-1421 Emergence

7 4 3]

Kefeng 1 X Nannong 1138-2 Fon 184 A2(Chr8) Glyma.08g102000 24

Germination
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2 BEHRWEEFTEERNKRE
it 4 2 A

40 %68 07 6 38 — N 2 B AR ) R AR
CL A i 2 B AR P it 5k A AILEE AT 23 R DU 26 - B AR
BV B3 T T R ST S AR A A A
()38 o (R AN M BRAB U 45 ) o AN [R] R 2 o Jo 9% U
JIT 2R R T e 25 R R LR 2 S A O
H A 38 2 5 1w 58 4% 27 7 vk S S 1R R T i A i PR T
VIR R B 7 i im 2 L R i si TR L LAl 3 PR 4
=8, AR2 B TR R K T ERAH SC RN Y 48
TE 4
2.1 BFHEEEARLER
2.1.1 AL Na#izeyRampmin KT
FAINNAEY) Z 000 35 ) E 28 2 Na'o it
0 AE P R AR AN M 5T PN N2 35 19 7 U G R A P
B .l 2 FH B 7/ ¥ (sodium/hydrogen exchanger,
NHX) 28 # R e84 Na HE R Sh sl 25 b g 20
18 3 5 SR AIPE K iz 25 H (high—affinity K* transport-
ers, HKT) & 4; 8% # it T/H* 28 #e (cation/H* exchang-
er, CHX) Z G Na® DA 5t 5 v 2501 288 21490 iz 35 i4F i
AR A Na B9 R R . KR B AL At 3 S A
I Na 2 R 401,

S EY T AT Na S #R BHES 1/ LT R A
WIS, Na'/H 32 e 2 48 (NHX) FE F/H 28 e R 58
(CHX)™, ¥£ $l ® JF 1 , AAINHX1 FIl AtNHX7 (At-
SOST) FEAEFF Na* B2 A G I £5 1 1 HoA 52
FERE, R R R JE A GmNHX 1 & 57 T
JEE, AR BT Na e iz Bt 76K G b Rk A
0P I v S TR B8 R AR T L i 2 I TR Rk R ) T R
B 1500, GmNHX2 5 7 75 240 M BE , 78 K &2 b 41 A
RIFRGER . GmNHX2 7R R IT rh S U 38 T 412 e J ik
KA RR O TR R fE J114921 ) Nie Z59BFSE &, GmSOS1
AR AiSOST AR T 68, ¥ GmSOST #£ ) mi JF
sos1—1 FAE PR [RIRN , R AR 52 58 78 1A b 1o Xof 3 iy
B2 15 B AR RUA S HED GmSOS1 F1AtSOS1
EA MR TIEE , R 0T LK Nat AAR i HE H AR5,
AT LR Na MAR B Z5 (9 B 5328 5 . Zhao Z5MIiE
— T GmSOST 1S ALl RE I it 45 58 77 9 2 3L
il , & AL I o SR IR GmSOST ] LLF#EAIR Na*
S8 W S e | BT e R i (1] ¥ (=R F VAT &g
KW . A RBRESFIHAWE B B e R G
5 M 40 NEIN Y GmCHXs F LR % F i T
HETHGE T AN JE R (GmSALT3™  GmCAX 1*) RE 1
P ERVE . GmCAXT F D AT R ER 0 S 1%

A E AL T4 BT, AR AR O b S R R 8 Gme-
CAX1 AT REARAR PN Na'/K*, 38 ik Jiiraa S rg I+ Fh -+
PRI & el

2.1.2 ALECr#aEwEamnmdin UYL
KL T LA HMEITTER, ClEEY AN R NO,
SPEERAE T, L 5MM L EEMN S flis
Bl RS HL A S RN PURE P L Y R R i RE 4
PR WS RS SR T R I S e i
FR# TE AR B e &S R G A K=
B F 5 w0 B, 7EAE P 2R Mot vh 24
HFE Na ez L] b % F CUE S ML oE 07
SEER R, K ER WA BB CIFLE A 56, Abel
AEOVE 3o 2 58 RN 0 A2 S, & IR A R A CIRR
BIEF, BT 254 31 43 L, 7 BCF, B
fFFE LI, S8R RY L ERTH CIER
A2 ERL DR A A PR R IR % FE IR A 44 Nelo
Nel FEH B AR AT LA CLAG A B (IR Bl Nel 437 15,
BESEE B SEPR I GmCHX T, [RIAE AT DL 45
CIFE R AR B AR 2R 3 Bk A 1 Dt PRS2 A )
FEA AL RS AT it M QTL & 07 I OC T 1Y 75 ¥
AN,

Cl B &E 1 K% FH A (chloride channel protein,
CLCs) TEAR Z M9 il 4 o th o, fER e
28 S P Cll i & I KR GmCLCT 7T LU
YR 3R ME . Li 25500 GmCLCT 3 R %% 4k 5] 4 5
BY-2 4l & 1, & I GmCLC T P & 5 76 W 0 B
AT LR CLIFE 12 1 b s B 40 i 2 R v, S 35 4
BY-2 M R 40 il R AT £ e 07, i — DR R X
e aa C Y RE 7 B T 40 it B A R 52 (pH)
S SE AR O b Y CL/H 36 1) e 4 1, T8 40
LN CIF- A7 , 3558 CL sl & 3R Ia i 52 1 . Wei 5507
WFFERM , GmCLC 1 7% B D U ma o7 v S5 U 2 38 T
DAREAR CUAERM A iR B FE K BRI th i Rk
AT LR S CUAEAR H |, REAIR C1 1 25 v ik ; 76 e B v
SR R AR 1 1 AT LUYE 0 T B TR AR AEAS [R] S Ak
(MnCl,KCI,NaCl) Jfiri8 J5 f A7 16 %, 15 B GmCLC1
P BENSE 1 I CIo Ay B BRI it Rk
2.1.3 ALK #EMEaHLER EHEMEK
B3 B 1 (HKT) SZ AR 4R MR 8 Nat A J5 30 15 28 2]
P R ER M REAR A i Na* & s iy E 22 50, K
GHKT A 74 E g% e ok, B4 EE 2
A PR AT 398 0 A PR AR B Tid R 29, Chen 5519
Bt GmHKT1 F1 GmHKT ;4 3 R 43 31 46 0 7 v S5 5 5%
iK, K GmHKTI F1 GmHKTI:4 #0] L4 Na*F1 K*
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AR ) ZE TR 32 T Na Fl K 9T fil , 385 4 L R
WA R BE ) o
2.2 BRETF

TE = SEAE P B L KR R BICRE E 1 32 AR I8 R 2t i
Jet BIAE S GG B E , 9 Y R e 07 PR A 3k
PR TR R BE o T, AR L Nat i 52
PRI RN, BT TE R ST A T St e, IR
R B 38 19 32 K B I (Monocation—induced[Ca2+ Ji
increases 1, MOCAI) B2 E kK, 4 +HE P Nat 5
R B MOCA T FE5 &, 23l % Ca I A 40
AL i 3R 0 A5, IX AR HILE T T4 v 4 0 i 6
PEO, AR AR TS AR s T2
S5k RGN H A2 12% 12 E T A
IR 5 55 R F e i 52, MYB (V-myb avian myelo-
blastosis viral oncogene homolog) . bZIP (basic leucine
zipper) . WRKY . ERF (ethylene—responsive element
binding factors) \NAC(NAM, ATAF1, 2 and CUC2)%:
e s A1 % v — 26 R 51 4Rk TE 5O ST R
(EESE

RE A 156 A ZEHJE T MYB K5 A ™.
Liao 557X KT MYB ZE 16 i bt #4755 0E , & A 43
ABEN 2 5 AR A W0 i R, e 34> 32 B #h i in
3 9 K (GmMYB76 . GmMYB92 . GmMYB177) 1E
U T S PR SR IA , R Bk (R b 17 £ 3 4 B
TR AR L A USRI . Wang SFTIESE R
B GmMYB174 7] L Fl GmWRKY74 H.AE I 45 & 3
GmNAC29 WA 31 L is , i GmNAC29 19 3R1k , 1
SR BRI O G R M o Li SFTHE S R B Gm-
MYBI2B2 {E AU T vh S IR IR 4 v 1 e S DY UL v
T TR £, R T 2 AR 45 s GmMYBI2B2 1k
R 21k F TR RE A 1IN 220 R 75 e, (e 2 32 30 o iz
HL [N RDI7 Fl DREB2A W) 2R 35 , B Jniiif #5 1% . Du
SEOVIF 5 % BN GmMYBI 18 78 K 5 B IRAR i %
IR TR SR, R, SR AT CRISPR/Cas9 £
AR EBARAR A GmMYBI18 R R , AH MR EE M ad
R BRI, 58 A2 A P B3 PR SRR R R MDA 5 i
B S 125 0 BRI TR M R, I R R 4 3R
WY A T 0 BRI IR AR o Shen SF7F 5T 2 91
FERL I v 5 23k GsMYB 15 $i8 1 RE IF Fh 1
TEER 38 T B &%, I BLAE B R4 T 250 mmol/L
NaCl Zb B, 5% B PR bk 2 A7 10 8 8 35 v T P AR 1
Wang 5758 % W, GmMYB12 78 L5 7+ Hh 1) 3k
AT LR 4 R 2 ) B 5 i, R T UL R I T
KR KT, AR & & (proline) | ML IE 52 iR

A I (P5CS) | A 16 W) B AL i (SOD) Al ik 4816 ) il
(POD) ¥ T W 2 F+ i, i A Ak & (H,0,) FN
(MDA) & 2 B E BRAR, S 248/ 7 X A+ R g
(It . Zhang EUIWFIE 45 R 7K E Pt Kk
GmMYBS84 ¥4 fin T ¥ I K ST £ 1% , GmMYB84 v]
IR 456 GmAKT1 3£ A 8+, W% GmAKTI 3=
Ik AERF AN KRR AS BRI Na/K . iR s A
TR IE PR ER e . SR, He 257 55 & B Gm-
MYB3a 1E R G H T R il 2 i

KEFA 1314 JE T bZIP KA, Li-
ao SFSIE G R A 31 AN FE R A2 R W 5§ R GA
GmbZIP44 .46 .62 .78 . 132 75 77 v vE 47 ) e fF
TR, GmbZIP44 .62 .78 (/) 5 I ¢ ik ] LA iF
ABA 155 (00845 [N 1 (ABIT (ABI2 ) R Jifr36 i 7 i
K (DREB2A . COR47 %5) /) 323 , 3§ I Fh 1 5 A& 3 Xt
WA B9 P, GmbZIP132 B SR F AT L b
RD29B .DREB2A ,P5CS “5{E A5 1) 361 e 1y (%) JE AT
HmE I E R K F . Cao S LI, TE
BT GmbZIP1 ) SRR IR WA AL, 3
55 2 B DR LR OF I T R o Xu ZESVE 5T & B Gm-
bZIP 110 W] 45 7 W38 ma 7 35 PR I 3l L i o
P HFRER i ILE 5 T FE A 3 (rare cold induced 3,
RCI3) \MYB2 .NHX1,SOSI % , [a] i, {ie 37 il 42 1% A
T FAAIK Na/K*, 35 K R R IF BT Rk Li
LSRR % P GmFDLI9 ANMBE BEAEHETFAE | i 3k
7% EE AT DL UE ABA {5 5 i £2 Hh GmNAC29
GmERFS5 . GmMYB74 %% Jify 30 AH OC 3L P () 3k, 14 in
A 30T B 2 DR AR R A - S 2R T i B SR AL T
PE, AR Na* TR L Yang Z90F 5% & I GmbZIP2 ]
DI ER hin B 25 S A K 0 B RAR it Rk iz 3k
Al Ll bV GmMYB48S, GmWD40, GmDHNIS |
GmGST1 1 GmLEA %5 38 & K 1 2 18, 8 i 3L A
KGR

KGHAH 176 1K JE T WRKY ZE % A 5157
Song % K G WRKY F 5 b1 17 2 ik # 543
BT, B IR WRKY92 144,165 %% 3L 055 . Zhou
S N GmWRKY13, 21, 54 4T W98, Ho b Gm-
WRKY21 ¥ 58 T RS IF BT & 1k, GmWRKY13 fig
B I %F £8 B 30 89 Bk, GmWRKYS4 i i 1A
DREB2A 1 STZ/Zat10 1) 3% 15 38 40 B IT A4 i 5 G
Jo Wei EWF5E & MLt 1K GmWRKY54 7] LUK
JUE V% TR 3 42 R Ca™ {5 5 i 42, 14 o K ST SR 68 ) o
Xu ZEOOBIF G 4 BRI 263K GmWRKY 111 855 1 5 5t
KGR ER BE 7. Xu ZFPNHF 5T & Bl % 3k Gm-
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WRKY49 1 4 55 K G AL RE IF % ER B3 H1 1% . Shi
LAY FE P i ik GmWRKY12 R D)3 i i =0 R
T BRI R B TR R S 4
Ma ZEIF 5T % B GmWRKY 16 i 11F ABA {5 5 i 12 44
T B RLAUL R 2 e i ER A

KEZHA 160 45 K& T ERF 5 5 il 51,
Zhang SE M5 2 IAE M B S5 IR KGR GmERF3 ]
DB oA A 9 O TR R R I M ) B A
R B T AR M L Zhai ZEOBF 5T & PRAE £R 8
T, GmERF7 7E M B vh S 3R P2 5 1 S 2 R ]
VRS R BT T MDA &5 B8R T L LR I
MY ERPE . Yu SO SR R W, GSERF71 275 T H'-
ATPase PTG, 38 2 P45 A2 K 2R 0B Bk 38 e
B DH 4L ST G T R B o Zhao SESNAF Y & L
GmERFI135 7] Ll it 2 5 ABA Fl & Jfi (ethylene,
ET) {5 5 i 42 48 5 A ik DDLU I R R &2 B RAR X 5
il 38 BT, GmERF75 ] DL 5 480 FE % 7 £ i
TSR E i, B0 K SR RAR X R b 1 i
Z

KA 180 4~ A J& F NAC ZK % i 5™,
Hao Z5"JF 57 & B GmNAC 11 Fl GmNAC20 78 K 5.6
PRAR i F B AU RS I b S IR AR A AR i T A
R FE W $h 1, GmNACT1 42 T DREBIA F1H:Ah 1
8 A 56 B K £ 3K, GmNAC20 8 % DREB/CBF-
COR {55 & UE M S i EhAVE o Gao SFF5E &
B GsNAC109 TEHIRE I P SR SRR BRI 1 ABA {5
SRR PR (RD29A \RD22 451361k , 31 5
Xof B B 38 B T A7 Mk o Yang 2500 — 25 BFSY R
GmNACI109 W] DL ¥ 1% DREBIA. DREB2A . AREB2 .
RD29A .CORISA S5 FE R i 33k, s AE K &R
T B R AIR3 B IE AR i R DAL R T AR 17
TR, S AR . Li SEOESE & B, FE R E B
HR st FR3k GmNACS P LA = ER 18 R OC FE R A 2%
IR IR G A BT Z . 53 Ah, Jin SE K
I GmNAC2 T 45 ER W38 S5 AR A= W) 3 B, e S = v
SR IR IZ I P R B R W SRR
2.3 HEEHRA

TEAEY Y, Ca® &5 5 B & FIE 5 1 OGS
fifi . FEPIRN B Ca® £ JRA5 A 5 & A (Calmodu-
lins, CaMs) A1 B 2% 45 i & [ (Calcineurin B-like
proteins, CBLs) i AP 28 AU (R I 4 4 Ca> iy 22 1k,
M o AN [] {45 5511001081 Li A OIIF Y & I AE U R T
H SR8 GmCBLL, UL T AR R R AR A iR o6
FLIR R 238, 0 T IR & F , R SO0E T R

AHOCEE R A 3Rk, HE T3 AR AE W B Btk . Rao
SN0 B, G CaM 4 FIJE 8 5 M L7 35 PR A1 7 5
1 Myb2 BAE , IE 1% PSCST BRI 2 L2
R, SR AR ME AT . Qiu SFUOTHIF ST R BE K
G R GsMAPK4 L4 & 7 X6 3 ikt (4 it %
iR

AR Jhip 6 25 5 SO0 At P9 AR R 5 A T 4R (reac-
tive oxygen species, ROS) , X &Il ffd i i & AL #6141
S0 240 it B S A ) 5T B e i T T DL ZE A K
232 AR A I ) ) AR, Yan SEORESE K
P, 76 R G AP UTER GmFNSIT 4 5 20 A Ak 57 B 2
Yy SRR TN R HL0, 38 22 %o L Bk o A
J& . Jia SFURIFGE R A K T BARAR i R Ak R
Frh SRR IK GmIFS T 4= 34K Sl 0 5 v S R
TR B R T 3 32k PR KR B TR AR R AR AR X 8 1
T 52 PE . Wang " 20F 58 & 81 GmBIN3 7] L 1
TINARHE PN Ca® &5 2 AR Na™ 5 52, 45 1o 1 3 40 P
IritER AR T, AE K LB AMRAR P id 23K GmBIN2, 2
iR B R A AL B AL T (SOD) T M 4R i F X B, 42
TR AR SR . Jin SEUORE ST R I AE KR
EARME P 263K GsPRX 9, R0 R G L N K 5 AR
i 7 MR L AL G AT Ak il T 1 A
O T B R 2 T IR 1,0, B AR T R
TSR KRG MR . Gao Z M IF 5% & PAE K G B
AR P IR CmEF4 425 T 5h e T i 2 A A Ak
PR i 208 7 i, BE AR H,0,.07 \MDA % it , iff
T 318 15 A SE R B (9 T BE M . Zhao S5 IF 5 & 31
GmG6PDH TE /] 7 F A I8 Ji A2 28 T T B A 52 AE
FH i e a8 AL R AT DL 3 DM JR B 8 ot 1 A e H
JUR A SR A TR A A T T M ™ A, W B R i
2 SNSRI S E iR d

Wei ZEMWF 58 % I GmPHDG6 7] L4 # LHP1-1/2
HAE, JE TSR CYP75BI Fl CYP82C4 (1) 3%
K FE K E BARIR it 23k GmPHD6 5 HAEHE (3
PRI T 97 A 56 DR AR W L 8 B 5 DR R 2 i R e
Zhang 25" GE 2 WK E 2 (A REE S SRR
AW A ], 76K S B RAR Tt 23K GmTIP2;1
GmTIP1;7 .Gm TIP1;8 #0501 LA Jin %% F PR AE 4 1) T
RV o Duan SN 5Y R W AE L RS O o Rk
GmF6'HI AR T 7K 53 75 11 $& Tt ik R 400 B I 1
Rk

/INRNA (microRNAs, miRNAs)FEFE ¥ & & AT
30T A I R TR BEEE A . miR172 RIG 8
UE B 5 TF G 18] 0442 il A0 E A= 40 v 36 0% i 7
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7] i miR172a 38 3 |18 RD22 F NCED3 f 3635 , 12
1o P L R R R AR M . AE AL RE T K G e AT
miR172¢ [ 5 IR 26 3K B ik R IR BT, ARG i T % 3L

DRUAFL PR (%) Tid 6 1 , 76480 B T Hh i R 5K gma-miR172¢
W] LAY A i R oK A3, B AIE ABI3 T ABIS 11 4%
Ik X ABA B BB 5 #F K G it Rk gma-
miR172¢ FME] miR172¢ 43 51 5 B v 3 ik 36 16 4
JEANE I3 1 I RN ARG, R B 28 5 Y R B2 miR172¢
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R P38 f o iz 2
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Table 2 Salt tolerance—related genes identified in soybean

Hep e BN TrhE LR Z 1R 275 30k
Gene name Locus name Gene function Transgenic receptor Reference
GmNHX1 Glyma.15G124100 TROHLIE Nat/H 3 [ 5555 8 NP 41
GmNHX2 Glyma.15G124100 Vacuolar Na*/H* antiporter Arabidopsis 42
JUBE Na/H 3 1) 55 12 2 1 HWIrIF
GmSOS1 Glyma.08G092000 43,44
Plasma membrane Na*/H* antiporter Arabidopsis
FHES T /5125 et KRE
GmSALT3 Glyma.03G171600 19
Cation/proton exchanger Soybean
PRI
GmCAX1 Glyma.07G149600 46
Arabidopsis
ST A A HHE BY-2 411 K
GmCLCI Glyma.05G077100 56,57,58
CI” transporter protein Tobacco BY=2 cells, soybean
W rikisEn JHE
GmHKTI Glyma.01G002300 63
High—affinity K* transporter Tobacco
GmHKT6 ;2 Glyma.07G130100 64
GmMYB76 Glyma.02G009800 MYB % 5EH 1 IR IT 72
GmMYB92 Glyma.16G023000 MYB transcription factors Arabidopsis 72
GmMYBI177 Glyma.14G210600 72
GmMYB174 Glyma.18G044200 Kid 73
GmMYBI2B2 Glyma.19G218800 Soybean 74
GmMYBI18 Glyma.13G152300 75
IR IT
GmMYBI2 Glyma.02G013900 77
Arabidopdis
GmMYB84 Glyma.05G234600 KE 78
GmMYB3a Glyma.20G013000 Soybean 79
GmbZ1P44 Glyma.04G029600 ZIPH T IR IT 80
GmbZ1P62 Glyma.06G079800 ZIP transcription factors Arabidopsis 80
GmbZIP78 Glyma.03G255000 80
GmbZIP132 Glyma.13G269500 81
GmbZIP1 Glyma.02G131700 K FAREIF 82
GmbZIP110 Glyma.08G115300 Soybean and Arabidopsis 83
GmFDLI19 Glyma.19G122800 84,85
PN
GmbZIP2 Glyma.14G002300 86
Soybean
GmWRKY13 Glyma.13G102000 WRKY # 5 [HF IR IT 87
GmWRKY54 Glyma.10G011300 WRKY transcription factors Arabidopsis 88,89
KE PRI
GmWRKY49 Glyma.14G200200 91

Soybean and Arabidopsis
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Gene name Locus name Gene function Transgenic receptor Reference
Ki
GmWRKY12 Glyma.15G003300 92
Soybean
NP
GmWRKY16 Glyma.12G212300 93
Arabidopsis
GmERF3 Glyma.03G263700 ERF#5¢H + I 95
GmERF7 Glyma.07G044300 ERF transcription factors Tobacco 96
GmERF135 Glyma.17G145300 PIHEIT 94,98
GmERF75 Glyma.10G016500 Arabidopsis 94,98
GmNAC!11 Glyma.19G108800 NAC 5 H ¥ KE I IF 100
GmNAC20 Glyma.13G030900 NAC transcription factors Soybean and Arabidopsis 100
RIF
GmNAC109 Glyma.14G152700 102
Arabidopsis
KRE
GmNACS Glyma.06G195500 103
Soybean
5
GmNAC2 Glyma.06G114000 104
Tobacco
B &5 6 2 1 PN EP i
GmCBLI Glyma.05G066800 105
Calcineurin B-like proteins Arabidopsis
FEE PN
GmCaM4 Glyma.10G178400 106
Ca®* sensors Soybean
T N2
GmFNSII Glyma.12G067000 110
Flavonoid synthesis gene Soybean
S B3 B KRE
GmlFS1 Glyma.07G202300 111
Isoflavone synthase Soybean and tobacco
WG K& IURIIF
GmBIN2 Glyma.13G228100 112
Glycogen synthase Soybean and Arabidopsis
FER T RE
GmEF4 Glyma.05G114900 114
Elongation factor Soybean
A4 - 0- BRI Ul pNIEA
GmG6PDH Glyma.19G082300 115
Glucose—6—phosphate dehydrogenase Soybean
miR172a /NRNA PN 116
miR172¢ Micrornas Soybean 117,118
PHD # 58 H K&
GmPHD6 Glyma.09G068500 119
Zinc finger protein Soybean
GmTIP2;1 Glyma.016208200 KA R K 120
GmTIPI ;7 Glyma.03G185900 Aquaporins Soybean 120
Gm TIPI ;8 Glyma.19G186100 120
HUR URITT
GmF6'HI Glyma.18G111000 121
Biosynthesis of coumarin Arabidopsis
= N t S3£(35,38,123 ~ 130] 2, 5 N e
3k 42 3 A TR JE A 4 i 41 0 B ELZ53 5 AR 1IR3

i i AR ) TR ROR S A SRR RSk S B R 52
P T M H AR, = — G R0 I FT Rl i

RIEPIN ATk RSN, B as

ERENS

A L SR 1 el K

3R T IR E N ANl

AN AL v K
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Table 3 Development of improved salt—tolerant in soybean by transferring exogenous genes

B4 (3N BEDH ThRE SR
Gene name Donor Gene functions References
ARIIT H-FEWER A Na*/H* 35 0] §532 8 1
AVPI \NHX1 35,123
Arabidopsis H-pyrophosphatase ; Na*/H* antiporter
IR IT Na*/H* ¥ [ 7532 5 4
NHX5 38
Arabidopsis Na*/H* antiporter
N Na*/H* i [6) iz 8 H
NHX2 124
Triticum aestivum Na*/H* antiporter
WARIT MYB #%53 F 7
MYB44 125
Arabidopsis MYB transcription factors
RS CCCH BB
SZF2 126
Arabidopsis CCCH zinc finger protein
K TE TR S TCA 4 5 He s IR 1
DREB2A 127
Oryza sativa Dehydration reaction elements bind transcription factors
/N
DREB3 128
Triticum aestivum
1
DREBI1 129
Medicago truncatula
T WRKY 445317
WRKY11 130
Medicago truncatula WRKY transcription factors
b SOD Vi
CuZnSOD 131

Amygdalus persica spp.

SOD activity

AR GRS Bt R TIRZ P B, [
(TR =R SIS DR NS E- SPS P 522 S NIER & il 1y
R EA UL BPUvive , gk — 20 T e B A R £ 1 F
GT, BTN QTLA &, 73 By i Eh D REEE A, ml L)y
Bra TR R ER AR SRR A B D SR U5
4.2 EEHEEME MR X2 MR RN
PNGATE N STy &) WA S0 N
T, 76 K HH SR AT 1) sk 4 e PR 4t vy K 2 Ay i 66
B8R — AR E BYAES5 —J7 T, TR AH G HE [
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Xof 77 kR it JBT 1) S
4.3 FAZYEREEMEEERXSEHRR
Deshmukh S5 JF 57 2% BH K % 4% b A= 4 Jilp 28 0
AL Wy iraE 0 SO b, A [a] R R 45 I 28 22 (Bl A7 AR
A8 S P — SO S R - B S e S AR R AT L
RSN iUE i8S P 2 =ty i K7/ DO K N Rt e
SR A Y38 B 2P o TR SR R R TN 22 RO W]
WBETN 52 68 1 B A kRS 5 58 SGE W YRR

ik s — T Re Ry FE R A, SR, 7E A T
Y555 G G SR IR A S R i R D T 3 A
i, 56 A1 118 2 ol 78 4 0 3 5 2 7 A AR R R s R AT R
HAAE K% . T 5 lRixX —[Al#, Kasuga JFESZ A]
DA 3R 20 SURE S M I 2 80 3 e o R R £
Bl IR S F IR,
4.4 fnREEEAT E QTL KA HE

KGRI I B ISR R AR R B
it ERVE WA B A O, BN R & B AR AEAS
[F) P8 TR e L 00 R G ) A8 T v 5 A 9
BONIRN S8 T — S0 Eh 9 QTL B A, 52 40 ik
— 5 UE B GmSALT3 J2 P B £ D, e i A it
PEIG S, 05T K IR S &3 AR M T
BRI THE NI & ) SR N 1 B A A e 2
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