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Abstract: As the largest organelle in plants, vacuoles play an important role in response to abiotic stress.
Under salt stress, plants usually attempt to sequester excess toxic ions into the vacuole via vacuolar trans-
porters, while releasing beneficial ions from the vacuole into the cytoplasm as compensation for ions loss.
This help plants to maintain the ionic balance in cells and reduces ionic toxicity in response to salt stress.
In this review, the research progress of main tonoplast transporters and their functions in salt tolerance
regulation in plants were summarized.
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4 358 T 54k F i 4 BR25%~30% Y HEME 3 cies, ROS)IE hin 51 2 i S AL s, ™ = 2 ke ) 1F
(Shahid%$2018), #h7p il OO BRI 2 FRAKKE, B2 5EET:. Mg
Bz —o A TEMEZIETHNE. BB g smii0s R 2023-10-16
Folh i A0 T RE A A0 A P 4R (reactive oxygen spe- BB K E ARSI 4(32201522).
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T AR 3 S ] SR SR B B IR 858 77 A 1) e T
TR 2 01 95% LA L (1) 5 35k Hh BUAE T4 41,
25% 1) £ 5 1 22 3k AR A (Munns552020), 1
)38 T R A A B X A Sk R T R 4 R 4 B BT Y
B PR EEAR AR E, DR M 2 B B 1 #
5 [FS, A0 AR X R T e B e R
VERNBE TR, 4EFr4n i P 197203 P (Blum-
wald 2000). X Afoel 2k N AR N 8 8 T AR g
715 T i £5 VR A DG, TR J FLR A iR
HE X —d BN EESSE . WS HEY 4
PN B R TR 20 2, R A 1) v SR DRV o 20 L 2
TR 180%~90% (Costa?52018). JRILAE A4 i
A HEAER, WEA . LR T S50
/N S 0] N s B i e
SPAi(Yoshida%52013) . WRVEAE & T FAAR U 470 i
1E PE IR D R J8 e i A7 T s b i %38 8 1 Sl
(Hedrich%$2015). X 2612 8 1 2 5 40 flpH T
WY, LB HEESA RS RAERIE T
RAEEA SRR, DAYERR A N B AR B, 1
T Y 3& N 55 77 T R A% T B A H (Martinoia
2018). FEAE WM B £5 ol aE (1) A2 A, v
s @ B TR, WO ATPRg (vacuolar
H'-ATPase, V-H'-ATPase) 1 i3 i A5 % FR i (vacu-
olar H'- pyrophosphatase, V-H'-PPase) 2 fit [ Jii T
UXZN 73 1 & 26 B 1 DX R 2 Ve, AT A 5 7
RN B FRaAS, IR ARG . A SOR e i R
FEMNFEIEE O KA HATEER, A AR
i £ A TR BT A AR T DA K B R S R,
FEAE ML FEAM F X4 I R 7T 07 ) 42 H o

1 BFRESSEYMEM

HERETHEANED AN SRR E 7R
MBS AR B E ZR A, KR 2 Na
i KB N FTKC R I 2k o Nafrtg i 8 B 5856 4 g
AU R A BRI, FFa e 5 A A 0 75 70 3 AR
PR 51 KA il BTG 3R AR R B E 5Tl
HET ] RSN R E A A SO AR
(Wang##2017). Na' 22X KT R se 4+, I 51K
JFBE 25 AR A PR AL 52 BEL AT AL i 3 2K (Jaya-
kannan$2013), SEAHM K & BIFIK, K25

TR N AR 2 AR OR8] 0T & i (Anschiitz 55
2014), {EREY) A K AR A AT B BIEH .
i TR A K /Na TR, KR E
R EAHE . SERRAN P IE 2 K /Na' R
TR 2 0 OR 20 i 1 AR R R A i 6 11 B
TN e th 5% A1 (AnschiitzA52014) . #h b Frid s e
PitkINa'. K" TR 4h, iExtCa™. ClI'y NO;
SR AR E . CLUSTAILIG s B A I AE
FH, AT 52 10 R A2 PR B0 1, B A — AR 4 %) 4
L 2 K R A K A 25 ) (Wege252017), [l E fg T
JEBIE W R, WG BUE MU R MR BV FE
(Munnsf1Gilliham 2015). {EREY40 A 2l &
ICT XS AR AR B 5, X T R Le i oo
BCIHEEEE LGN, #iltn Kk S MAHES Y
(White fl Broadley 2001). X284 %t Na" ] 4 HE
FAXT R, HRBER RS IECLAE M A AR BOA B
73 7K *F-(Munns fll Tester 2008). %2 1 ) A% H: 5 55
8 FRILER, REZHHEY UANO B R IR E G R,
MNOA S AN N e —FE 5707, PTBEE IR
I SR AMEE A DR A (Miller5:2007), 52 i 8
WK RS . mIRERCT & FINO,E B Fi/E 1
T ECEP A BRI RO L (Li%F2017), 3X 7] BE2
WREECT P A FFH B — S B (WufliLi 2019). %1
CIFINO; I HE Z R R, A % & H B NOL/CL L
VR —ANTit £ M HE A5 (Li%52017). fEHY A,
Ca MENEE A5, ALKG ) 32 M4 i oM RS 4
R B £t SR (Dodd 52010) . Ca® 75 AH P firf 5
Wt R AR, O B 7T SEAE Y RE % 8
S 5 Ca” T KNG 5T RGUORE M £ ia
(Costa®2018). AR (K145 (1K T-10 mmol- L)
A DA VF 2 A 0 11 36 b aE IR, 491 G A1 e
B5 0] DL 3 E6 19 aE 5 480 7 7T (Shabala%5:2006) 7K
T (Rahman&52016) 5t 7 A= K A0 T . Hi o
AT DL, FEATR 51 S P AR IR DG, XA
J P B T AR S TR A R PR TR N AT 5 A2 R AR A i
ERHUHIAS AT B (R B ER 1

2 BNEETERSRBXERIL

FERIPHEA R 8 1 IR S e T 2
Aot 677 5K, Fh RO X RRAL R b — R &
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A AEP)(REAE SRR FE £ 79200 mmol L' NaClzk 7 15
(R A5 o A A SR B R AR ) R A ) 3 B4 i ot
il Na R OBV W 22 57, R A 0 00K L 40 oL
WNa & E4ERFE L EE /Ko B A HE
Ry, TR B R 43 £ 3 B S AEAR A ZE R, A
T 5 K PR 2 gk 21> 35 73 76 - R 2400 i v ) AR 28 (La-
uchlifllGrattan 2011), AR ) AT DK HE AR A
1) R0 4 6 43tz 312 380 e PAT 248 i 4D 09 B 2 R AR
B, AT 2 HE R e PR 4 B BT K/Na L, B B SR 1)
¢ 1 £ 1 (Shabala®52014).  H § BT A1, FE4 3 2
TR b N H ¥ #5128 & (1(Na'/H' antiport-
er, NHX) ¥ Na" H 41 il J57 1 % 12 21 70 (Apse 55
1999; Blumwald 2000). #h#ia T, fH7) 23 K H
HEH 50 X FRA 7 AN X CL#5. FEYRIE
Jii | ) &0 7 #% iz 44 (chloride channel, CLC)/&Cl0
WL X BR AL ) 3 2% 18 27 [ (Herdean%$2016) . 75
R RS, BN X a3 )& tHH HLAL 5 3506
FERRAL, (AHFAFE 7 Z AT R FERe B 4EHr,
R T IE>BEETHFE L AT 1 B RS R IR [E]
2 Jf3 )51 (Zhao452020) . 2430 B LK v T4
LTI, CL ) v R st 2 ikt . i 2R
BB RS R AR, Bk O ) E AUE A A
KRRV AR, IR EJEEREE
FIHIESV (slow vacuolar)fIFV (fast vacuolar) ik
& Na” BB 1] o ks 1 2 B . ki R,
S E AR Th L RS EOCHISVAIFVIEIE, (HSV
WIE R EEREK . Ca¥BiEmiE, HIT o
MPRRK e SR, AR ES A AHEER
X (Pottosin flDobrovinskaya 2018), [A SVl i& 7%
PE R S R T R A BB R . HEl
W7 RN, YDA P 14-3-3 85 1 RE W% [5) I J00E XLFL
1 B 11 1 (tandem-pore K, TPK) Al &A% SV il i
% T (LatzZ£2007), {HSVAIFV il s 78 £5 il 38 K /1)
W EH AR A b,

1 e ia B S A S S OE X RE ALY
ME—J7 3o Bl B 98 R 30 Al b BT A VR NHX s /5,
TE A B A NHX I 7] 3 12 3 P 10 98 A48 A4 A ez il 1)
Na BRI G I HASH A, XRPIEAF
TE AN T H' B £ (1 Na" Wi X [ i 45 (Bassil 25
2019). I FT G R IE o 2R AR A 08 O M kAR

Na'" M4H i iz N 1 3 % (Hamaji%:2009), {H7E
R MY IR AR K. AR ILAINHX 1S 5
Y1 i b ) BEVIE i, A TG B AINHX A 5
Na'#ENFE, J58 280 FFal & 20+ (Hamaji
£52009). KT B i FIEIE i N OIX 7E e
EY AR AT, Frl R EHEE 2
BE BB RIS IE T WA EpH AR E A AR B B L R o
SNARE [A - /& 2 i iz i ok 2 1) B 2l 4 R 1,
RS EERLA MR A K. W IT R R AR Oc-
SNARE SFT1238 33 ¥4 i<t ol {1 Na % 18 200 42
D i 2512 (Tarte52015).  £5fihia 5 E BT & SN-
AREZm L L K )04 f kA 15 35 8 10 (Pan%$2019),
IR PPN AE T At T A5 & P (Salinas-Cornejo52019).
X L 5 3% BH B V6 IS i CE AR ) I ER TR 4% 0T ek
FEEZAEH, (BRI A FFRAT T
2.1 ERENHXsE [EEEEEE

9% 2 R UNHXOW 4 12 2 1 S0 I A R e A
VI Na /K fipHAR S . K EE . SSLIIRE.
B TR IS ¥ DA SO AR A bl JE TR 52 1 (1) DK
% 5% (JiangZ52010; Andrés®52014). & V40 i
JENL, TG T+ AINHX st 7 A3 58, NHX7/SOS1
HMINHXS8E {7 7 J5 i (PM) L ; ANHX1~4 7€ {37 T
W |5 AINHXS A1 AINHXG6 L M % Hli LeNHX2 5
WLTE /R R (Golgi)s S 2 i /R 3644 ¥ (trans Gol-
gi network, TGN). P4J5ii % (endoplasmic reticulum, ER)
FIE ML AT AR (prevacuolar compartment, PVC) ] P 5
| (Jiang%:2010; Reguera?$2014), FIHF 7N A
NHXs 40 i 57 P 2 I Na" 3 i b s 5, JF1E
RIEHLIBIE L 577 (Apse:1999). A RIEFR L
SEAERR A A2 25, Na" e AR SR 2
I NHXA S (INa'/H 28 #2347 (Apse f1Blumwald
2007). VRIEAENHX 15 Y0 $ VL% DA o¢, H
7E L B9 IT (Apse £ 1999). 7 fifi (Zhang Al Blumwald
2001). 32 (ZhangZ52001). /N2 (XueZE2004) Fl
7K & (Fukuda®5:2004b) 1 1) 1o 25 W 1 50X LE A5 4))
(TR Sh . B B I RN, R INHX E EAE R
K'/H' ¥ 1) 3% iz A 5 K9 B (Jiang 2562010
Andrés552014), ¢l 2 75 3 P18 BN I B2 2% 1
T (Jiang%52010). BB HIWF 7L R A, LRI AN-
HXTHIS R IE S BB P KA R Na" (Leidi
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£52010; BassilZ£2011). ¥ /N S (deluropus litto-
ralis) AINHXH N K &9 L a5 /b ENa' X Fg it
(Liu%52014); H44U\ B FTAINHXTLE R ZZ (1) R s 3
T ERE R R A A KRR R (Adem&5E2014);
75 7 it vh o R IE A FE TT ANHX T 3 8 2 i i K
i 5 H KR P (1) 1 T JE Na (X B 14 R 38 5 A
Xof 545 T 57 M (LeidiZs2010). WFFEE R I, AL
T3 T TR R AENHX 1 FTAENHX 2 42 5 v KAl
Na' Wi () 3 FE 5Tk 3, ANHX3 FIAINHX47ENa'/
K e 481 7 T AE A 22 5, ACNHXARTK 5 I o
T % Na' [ 12 5 AINHX3 AH B U 3 A4S 2 22 (Bassil
2£2019).

JRUE Na' [a) Y L HH 3 a1 WL A7 8 A7 7 51
(BassilZ5£2011), (HNHXHY A N 2 i Al BE 10 % 2
(BassilZ52019), AtNHX1 [ 94N 5 5 25 ¥ 45 A1 14>
JUTBEARAL T H 1) 2 K Coip 4 R, FCof % BH
BT Ia R B B EH, CuBi Rk 8
Na'/K e B L 2842 &1 T 2 4% (Yamaguchi%$2003)
HE— L 9T K I AtCaM 154 5 AINHX1 C K 3t AH
HAEH, 38 BECANHX N /H 32 Hid v, A
T 38 0 H T K () 326 % 1 (Yamaguchi %52005), I H.
AtCaM15 5 AtNHX1 CK i HAE A Ca’ 5 pHK #fi
M, REEC fAEMIE L N A &= HAE, HAE
T LR A pHE) T &1 T P AIK(Yamaguchi&$2005) . 7
J5 SR 5T T IR ANHXT S e 3R 15 9878 48, HAE %
REGH A 22 IS 3 5 4 0a 2R 1 0E 1, FERLRE I
5 YRR A TR S 1 (Pabuayon2021), it 5e
A sup8 103G 1 T AINHX 1 I35 1, e 58 A7 5 7
F— T REAIBE LAY 5, ANHX AT g 38 i st A7 4
WEIEAAB IR BT 5 145 B e R — NS T
WIE . KA sup908Fsup 1602 1K1 IS A% 7 s AEC iy
B3, Hom it PHIEAINHX1 CoR 3 5AtCaM 151 H.
VERESENa (1 X R Ah . E0 T NHX A [X 432 Ff 5
T, FEATR ER IR FE N AN [FINHX (1) R IE 15 A2 75 47
152 B R 9T BEANMERLEE T A 55 N b A A
Wy B B B (Puccinellia tenuiflora) F1 £k 1 B (Salicor-
nia europaea)¥JNHX1 (PutNHXI1F1SeNHX1)#{ 24
b B R R R Na 7R AR 20 e Hp g i AR 2R, DA
T B K AR 41 B R 5 AN b B R 2R, kb
AR A H K I 2K, X R BANHX DA F R i

5 iz #GEBIME, 32 H PutNHX 1 A1ISeNHX 1%}
Na FIK FEANX 4y, BA XN E 72 5 A D
P (LiuZ2017).

EARE R A2, NHXE: R ()it R iEA— 2 4B
SR EEYI O EhE . B NAUL RS TTAINHX T H: R (1)
K2 MARAE ER 38 R IF 3% A T 4 1 R I (Adem %
2015). XA HTFVAISVIEIE (135 1B S H
PR B ) v 1T B8 0 (Pottosin Al Dobrovinskaya
2014), TR B W BRI L2 2,
KA 2 (I Re . A YINHX S ) 7 7 fE
VHEK KB WEAEEER. SR, HARZ
H-InNHX2R3 T WK APk h PR 50, 182 510
B pH Y 15, F B0 f£ % 5. (Ohnishi%$2005), £
Kt 34 $h AR BE HoNHXT, AT DL Z 42
i £h 1%, 30 v DA 4 e e (1 ok 7 AR e 70, B
AR PR K ESE2018). T shihia, Hih
Ak AR W 8t 2 i SENHX S KB i, 76K
(LiZ52006). /N3 (RajagopalZ5:2007) 34 £ 15 2IIF
S X Uk B VRIENHX W] B 7 FE A7) 3 B A0 58 7
[HRERGE SRR (TR

HRINHXZK /H 3 & Na'/H ¥ 515 15 1 DL
FENa I X B A6 1 FATIAEE A > 413, R 3
S T Y NHX BT 782 . R A R AN
T AEYLERT Eh 38 () B R R AR A X BR
b, (B 3R A R ) 1 S 7 X A0 BE D B BRI AR
(Blumwald 2000), 1X /& 15 /& [y &5 4 4 ) A&l 1
TP NHXAEE D) 22 7 B 3 80, e f7 il — 8
W5t
2.2 [HEFRFHIZACHX

CHX (cation/H" exchanger)#&CPA2 (cation pro-
ton antiporter 2)#8 Z R I — A, |12 4040 T 4 -
L A Y41 (Chanroj2%2012), CHXASK'. Na',
H'S 758, AT RE Sl H53E (S2e252004; Quzk
2020), Z 5K E . Na' /K Hiz, BEHT. <
FUTF ORI & 7 25 5 T (Sze 252004 Jia%%2018).,
CHX H1 28001~ 2 2 i % Jik 41 Jlg, 38 5 75 10~12
5 JiE &8 4y 45, (Isayenkov2$:2020), N &5 —MNa'/
H A8 e 45 K 30 (Jia 5 2017) . FEAUFE I 3L 47 284
CHX i 73 (AtCHX 1~28; SzeZ52004), K #B4) & At
JHES NN, R B A 430, Horh AtCH-X 17~
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195€ O 7E W BT 44 (Isayenkova: 2020) .

Wt R I CHX B S 4E R K e s 2 S 8 i
IEE B (Jia%52018), Jf H'E AT e 2R a5 i 5
Ko 5155 W 2% 1) 51 B2 20 70 40 (Rubio252020) .
SENL TR R A S B AC-HX1 72 #:hie . &
7 B AR IR 55 2 AR AR P 8 1R 155 R IE (Cel-
lier%5:2004), AtC-HX17 7] it 2 #h i MK YLk T
YRS TR N 1 2 —(Chanroj5$2013), It
sheit 2 5 i s Hi LR F 4y ik (Padmanaban
B52017). fEERIMEEK YUK & AT T chol 71 RAS A
TEAR FR AR 22 K LR BT AR R /> 25 20%, 3R B CHX 17
Al REIE IS K RS TR $h R IR R, A AETE
AR B RARRE B A T A R I 2 7 (Cellier
£52004). 0TS LE BRI AT A4 E AL 1 AtCHX17~19
(Kichx17/ 18/19=H RARIE R T EAIEpHAIK
A S E H (Padmanaban52017). 7£ F K JEAE
JoT A5 ik N 2% 38 v ZmCHX S5 5 ZmCHX17 5E A7 78 W
WO, Eh WiE T 5 N\ ZmCHXS B ZmCHX 1711 £ 1
SRR RE AR AR D0 R 2H B SB SR 47, SR Zm CHXS
FNZmCHX1 73538 58 | #h BRI BRI 6 1 (Kong 5
2021). {E/NILWi#E (Physcomitrella patens) ™ 5 {7
FERIE AN 5 I PpCHX2 [ 2 55 | K #4128 FlpH
TR ERE, (AR Eh P 77 T8 R AT #F A (Mot-
talebZ5$2013), &2 CHXG#E L i WK 5 pHEa S 1E
M B v A 7 AR, H H RTBOR R E A7 A
KA FLIE B
23 CIBF#iE&H

AE TR S A ShvE+ 4y L, 42
TR s A R R B A W AR B
TG, PR IX AT B 2 4G s AN SR T I R
fE /1 (Bazihizina%$2019). HuTHF AR Z WA BT
I HR A R B2 A Y] B 78 1E (S-type anion chan-
nel, SLAC1 and SLAH). & & ¥ iz A& (chloride
channel, CLC)FI45 I (3% 5L R 5% 18 74 (A1 -acti-
vated malate transporter, ALMT) =35, SLACI(slow
anion channel 1)/& &7 T i I 7 B & il 18, X Cl1
B E@ENE, £ 22 5C1 4 (Negi%2008) .
ALMT 2 YA I Re 8 /T B 55 1 36 5 44 e
frdE, AECE X Mk, S5HEDm A < (Wu
F1Li 2019; Barbier-Brygoo £ 2011), AtALMT9 &

LT, 75 2R ia N sk B, Mialme9ri bk
RAZRYR T CI 5 Na 78 [ Hb 35 (1 R (Baetz%5
2016). (HTEAEDTR £5 14 77 T H A3 € A7 T 06 R )
XA B T I TR A R

CLCF I JF A% A WA LA A ) rh 3 3 A AE
AR, 65 8 7l iE A iz & E (Jentsch 2008).,
ML I KRBT TR CLCs, 43 51 5 A T I s
(AtCLCa. AtCLCb. AtCLCcHIAtCLCg). KFELA
JEL(AtCLCe) Fll i /R FE A JEE (AtCLCA A AtCLCS) (Bar-
bier-Brygoo%$2011; Herdean%$2016). CLCXK jiki 2
SRR TRz, K52 CHAINO, M is. AW
A, REHIE R AW RES S T CUIE MG R
PR, a0 fLiE 3 B AT £ 1% (Teakle A1 Tyer-
man 2010). K& GmCLC13E R 4t (1) 8 11 53 € A7
TR b, SR B AT DI CL %6 aa 5F X Bg 2
YA, DT A i IR BY 240 i B A 5 4 i
(Li%5£2006). K EClI/H 3 1 #1285 FH GmCLC1i#
T CI X R 2] 76 v 18 i A 5 R 40U R I 1 T 6
P, I800 25 53 I3 6 AEL ) () 67 T 5 1 (Wei 552016);
K FANaClak B /K 8t 23 5 #2 OsCLC1 3 R K 1A T
i (NakamuraZ$2006). 7E¥7 4= K G GsCLC-c2
)3t R IE G BT 4 CUARINOS FR A&, ol i 39 m
ClUAERR EBAAR &, el CI [ M- 3 B9 32 S ke 189 5
B T £8P (Wei%52019). AtCLCa g fir T 0055 I
W -, BRSSP REZEER, S
I 2 A 2NOYIH R #6325 (1 M ThRE, BB iR
AR S PR AR B 30 o (De Angeli%52006), Fi%
12 T g fe T T8 7 R I JTCRE B -RE 4R i S Y8 Rk
CIC-a#% iIF 5 (Bergsdorf%5$2009). CIC-b & fir T
Y am B LI, BB B T/ H A el A ) e
(von der Fecht-Bartenbach%:2010). {HCLC-b[¥] 1))
REABLF- 1] LA B CLC-a it #M3, clebtatk 5 BT A AU AH
FEFE Z P ok TR MR B AE KRR OR E 11
ZE 5, MR R S A &b & B 2 B,
I H B A0S 2[5 B£8R (von der Fecht-Barten-
bach%£2010). AtCLCc 3= % 7E <, FL {4 T 40 A W
MR Rk, RO B IECT i ib v, Hamid iy
S ALIE B3k 3G SR AR P 25k (Jossier®$2010), 7E
57 AR RV R T it Rk ArCLCen] S E0m v 3
(1 CL AR R JF 38 i 55 R bk & 1D i 36 P (Nguyen 55
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2016), U I clecimibr TR AT 2> L BF A= B 570 1y
18 SN UK (Jossiers52010), I H CLC- ¢4 Al ) R
2R 4 R A AR R B AR 1 B 25 7 F2 45 (Harada %$2004) .
AtCLCg 5 #h i FCI AR A K, A& i i L AtCL-
CoJ[FIREL 1, oo A TRV, 78 R4 i ik
UL (Nguyend52016). hpid N HULEg IF 250t
AtCLCg 31k /K VT 15 (JossierZ:2010), L rd Trclcg-
I cleg-2 9375 R ik 1) A 47 AR fif 25 15 3 2F T AH
bl 34 2 35 [ (NguyenZ52016) . HiiEH GhCLCg-1
1EEALY W 3a R 2Rk R N, - BE W3 0
JAIT R, 22 W GhCLCg- 13 1 15 2 1A R 50
i &5 PE (Liu%$2021b). 35 HR 55 30 RIS i s
(R CII RS i T4 5, CIth £ i B8 73 3wl i
28 A5 RS 3h B0E , IX R R CT X [
AA 2 A P TE 6 38 T 1 0 30 B A e, i
Al RS2 AR P = B i E 0 2H 5 43 (Wu AL
2019). iz, RS RER PR i (CLC)E
38 N R e A CL ARk 7 T R 4% 7
TEA, 2 TWIACT X [ 2 & AH ) 3 i 25 1 —
ol A 75 B 2 1) S0k BIE

3 KRR E R SMEEK REF

PR BAUE SRR, WREY P HRFE
MIPH 7, 29 5 YT E 1 10% (Véry fll Sentenac
2003). A M IAAEYIH SR FFK 1 RE 12 )
FHRARD 3L £ — Al I AL ] (Shabala 5520165 Wu sk
2018). ZhuZ5 (1998) 7E HF 7T 40 B 7 i 6 44 1 5 B
AFGIrsosly 2 3TARMRME KT $hVE 5 AR KT
FREEYIMR, MS5Na &=Lk, iR
RATEKE 7453 23 2 1 5L R = A ikt
Eh I I A B s B R . HKTE R IR
S R, FLEIRE AT A E B R FE KT e
ENa" =A% . B84BT FE 7 E AR F
SE KR FE, TE 1% 50 248 M o Kk B2 IR FF A
#3100 mmol-L™ {1 i /K, {H ER it~ e T o i
oAb, 5 MK I 5 SR R R % (Sha-
balafPottosin 2014; PottosinfliDobrovinskaya 2014).
M B BRI FH B P A A BB AT A MEE T DA
75 L 0 JO KA 8 ) PRI, bR T B 2 4 i KAk
AR . XFK I AMEPERE ST 2 il i TPK T LA &

JEIEF M B FIEIESVHIFV 1T (Pottosin Al Dobro-
vinskaya 2014). TPK1 2 —ff d1 ¥ 5 XU LK I8
R TPKIiS . 5 R T 5%, I fHCa” BiE
K 1% #4318 (Voelker52010; Saibif1Brini 2021).
ER 8 T R K ik R K e TP 3 % 55 2 41
Ji 5 R AT M R AR 25 R K (Assaha®52017).
F 78 R IR B 0% 18 5 TPK 3% M 50 245 157 41 ik v o
KRS LARGT Eh pie, k32 v LS 14-3-3 5 (1
T I P4 B VR B K I S 9 1 (Voelker 5
2010), JEi%E £ K SV/TPC1 (vacuolar two-pore
channels 1) FIF Vil i th /2 K f R cEE, FViliE H
HIIE SR> 50 K FE . 3 4h, BARSVIETE Xf
BT B IR FEE, ERAFE ML SV/TPCLIE
TH [0 B 1 fd Ve PR A 2. BEFEER AR
F2 I P4 M TPC L FEK a1 P /2 Na 16
¥, AFZE V2 HF TPC 1% Na™ 1438 1 3% P s 2 T K
(Amodeo551994). ANid iE 4 al SC ATk, #E SV Al
FVIl i n] UKD 78 4H i A FRTKCTH FE, RO A7 7R W
TR B Na T 4 BB R AR o DR IH 4 R 4T P
KR s i3 A8 Uy 20U 32 M K e B PR I8 38 TPK Vv
P, R AR EL 2 02 O P Al 1 43 1% 18 18 TPC 17 1% (Sha-
bala%$2020). {H 584> 5% ISVl [F FE AR IR KA
[, P59 SVl iE & ¥ i) Ca”™ i i (Pottosin Al Dobr-
ovinskaya 2018), HAHXHEME P E T Ca™ 17
i 75 AN P Ca™ fR A 2, LI AT 38 7T LA
W Ca™ 5 5 114L 3% (Hedrich%52018)

EhiE K RERE BT 2, TR TR
YK, 1 B S (1 s PR AR AE B IR, 0
il ZH B ) 3 F2 (Barragan252012), [R5 K
Wi 5 AR B RIRE S I AR A 2R 68 70 . NHX1AFKT
AR )z, OPREKC X R B A [ R 3 G B 2
(BassilZ£2011; Barragan2$2012)., 7% hnH it #iA
TR IFANHXTEE R B I 7 0K R R 2R (Leidi s
2010); i1k /N TaNHX 2 R B FE b T K
H, 7EERAEFRAA M R AN PR R 7 B 2 (1K (Zhang
2:2015). £E 4 7+ Col-0Flnhx 1 9 AF 44K Hh 3% Put-
NHXIF1SeNHX1 55 %} ] 2H Col-0Fnhx 1 #H Lt NaCli5
SHK R E D, MK R RN, R ERE
Y NHX LR K A 207 T L AINHX /R F 52
Uf, AT g 15 W PutNHX 1 F1 SeNHX 12 3 7 K/H
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¥R A HIVE FH (LiuZ%2017) . IAMCAP2HE SR R
RIEK RS TR EEZEH, G &HE T HT
HAnACHX 5KEA#H2 55 (K efflux antiporter) 2
AN 5 % (Isayenkov2£2020) . CHX 2 41 il #% 5% Y
K —AN B B sk, HAEK RS S5 vy m
(1 H AR BT SCEAT /N R (2279 FH B 1 i 1L ia ik
CHX). KEATENK #MFLEE, 25K #h 78
SRaASders, Hur a7 2 BEE R Y
Frr s R FFKEAE KR A 61 1 51 (ALKEA 1~6)
(ZhengZ52013), H: P AtKEA1~3 5E {7 78 T 4444 (At-
KEA1~27E 44 A I, AtKEA3/ERFERNE) (Ara-
nda-Sicilia%$2016); AtKEA4~6 ¥ B 7E & /R HEAkK, -
HRIEARR . 2 A (MVB) 5 I FT R 5] 4
4 (ZhuZ52018; Wang252019), 7£ % £ th #F 77 26 B
AtKEA1~63 4 #18K' [ € 11 (Zheng%:2013). F|
KT BRI RS0t 7T AKKEA1~6 T fig K I, At-
KEA1~3F1AtKEAS 2 i Y XA K #6315 3% 1, 1] At-
KEA4FIAKEA6ZAME WK B R Gt Kk A% 4F F (Tsu-
jii%$2019). AtKEASH[ S5 Ehpiami v, 7ENaCl
AR R FAE L T AR 5 2 5 5 R IA (Han %5
2015). fEF KA, A M A7 P00 25 2R 2 7R Zm-
KEA1. 5H165E {7 75 5 5, NaCIAL B R Zm-
KEAI{EM By h 223k B, KCIALHE R ZmNHXSEAR
ik B, EM T ZmKEAS 1 ZmKEAGAELE
% (Kong%52021). AtKEA1~638 i i 1K fa &
SRR P R, FLTh e R R K R pHARAS
i 107 A B 25 B (Zhu%2018). S 2 K i
JoR M 55 R IR R B T A BB, A el R 4 AR B
G AME 1) P 1l 0 7 LR RN I A

4 BRI EER S MAECaT T

Ca” AP T W E IR 03, SUR M4
M2 B, AR KE SIS 7 i A
A B AE H (Dodd%52010). i A2 0 EE 45
A7 B2 —, AR 2 g0 R Ca™ (A 788 . Ca™
FH Y V6 D 78 21 24 o A PR VR R b P 45 S 1
PR TR VR A28 B FliE: —REHE
WA, S TR 0 B FRL T 4 1) o — SRR LA
R R, A 2R R A PO ) Ca” @
152 = Tl 2 WL I 00 1) Ca™ 38 18 (Pottosin £ Scho-

nknecht 2007). Ca® ¥ LAk 22456 i M 4T R 2E N TR
W2 i id Ca® -ATPase 5 Ca” /H' J [f] 4% 1% & (Ca™"/
H' exchanger antiporter, CAX) 47 1, iX # I\ N =&
Ca” Fa 25 ¥ 5 40 i #043 (Schonknecht 2013), Ca®-
ATPase F1CAX 3 b & fr Ca” 3E N\ T 0 5K 4 R 4
M Ca® W FE RS B, (BAEANH BT, AT R4 il
DA YRR ) 75 34T (Liu%52021a). Ca™-AT-
PaseXif Ca™ 5 #5  H5 A1 77, (RIS HiAE /11, MCAX
xtCa” SE R 1K, (HIZHGE J1 3R, 76 40 Ca® i
& RAEAE B (PottosinFl1Schdnknecht 2007) .
Ca”"-ATPase fICAX{EAH Y HLIT £ i 38 b & 15
HEEH, a5 E AN Ca” B TIRE T &
FNE ST AT A B ) Ca™ B A5 #8521 Ca™ -ATPase 5
CAX (11345 (Seifikalhor®:2019)., Ca**-ATPasefr i
LN i s P 50y SN 1 L N D T
LRRLARNRE, SRR DL K AZ I 1 35045 K I (White 1
Broadley 2003). sl I f{jCa* -ATPaseF| ] ATP
IKIRRIRE B Ca” I B, T2 25 T
ARKR R VIS TR WAL S LA EE
1B [ s AN 52 14 1 4% (BonzaAlTDe Michelis 2010).
/NS i 6 75 17250 mmol-L ' NaClif, ¢ Ca™
o INF 36 K2 455 DL I, il Ca™ -AT Pase & (Kl (PCA 1))
FE PR 5 B8 71 N B (Qudeimat £52008) . Hi 4Lh g 57
AtACA4FER Gt i Ca® -ATPase 2 . T /M, £hab
H 5 F0FE TF G A CA4FE R 2k 1, 5 HAE
R IR B8 N T T B 1R i £6 14 (Geisler 55 2000).
CAXSTEANMEA . VIR . SRR BRARIEE .
Jo3 1 5 e 4 R AR it 3545 43 A (Shigaki A Hirschi
2006), = F5E AT i 5 (ShigakiFlHirschi 2006).
CAXs{K#fiH -ATPase 5 H -PPase ™ 4= ] Jii 1 B &
KIRFHCa iz, HNFHIC iz gs 5 —4
FH B 7 (Gl 2 H BNa") [ )z ] 3% 38 26 1B (Liu 2%
2021a), CAXTEMEMIRR BidfErh 2 CEHE, W K&
% Tl AN B RN AR BRI e, RS TE 4 B RE S PR A A7
it R A8 s B R 1 B B2 (Demidchik62018).
CAX ) 38 7K1 FHi% M 28 2L 1= 5 4 o S 12k,
F 52 ) 2 B 7 148 15 (Wang 562016), & i@ 18
I S i Py Ca YR B T 75 T S ECAX i 11
(Demidchik252018). . 4 W 5t 2 B, Ca™ Wi |3 1)
SOS3-SOS2 & [ i 52 & 44, 1 % Na'/H i ] 5%
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ZRSOS1 1)K iE 575 4 (Zhu 2001), Jf H.SOS2H]
PLid i 5 CAX W AH BAE A K 5 & 307 (Demidchik
2:2018), X E Wk ECAX ST th A . I
CAX15CAX3EA TR I, HArCAX3 &1 B
hran B R A, CAX i 5CAX3H
#EEVEH%%E?;%E(ZMO%NO%) W, h W

B2 S T AL R CAXI-CAX3E S B
%, It HCAXIAICAX3TE B iy Rk 18 fin 1
1% BE T 25 M (Zhao52009a) . £h BUBK R 78 K N
F) () R e AR R, 8 A TR IR I OsCA X 441 2
KEFIE(Yamada®5:2014). 5k, ERLRTF
Rk h B8 3% (Suaeda salsa) F 2 AL T I L 1
Ca®'/H' % [ %18 55 [ 9 i 32 (K] Ss CAXT 4= [ M Pk
fiif 2514 (Han%52011) . 753X DA 78 A R b 4 ik
DRIk L 7 A AU AR TE I B R T 2 Ca”, H
HAE B R B KD, X P A2 T SO
M R )5 R (Han%52011) . 812 Ca™/H' Jz 0] #%i2
AT ShYE R T AER, B AR - LEE 7R
B VRN A RN ] B

5 RBIRETER

TR b 5 P25 T4, V-H'-AT-
PaseflIV-H -PPase. ‘& A143 71 LAATP I JC AL £ i 12
NIEAD, VK AR = 1 R B8 R T RN, SERF
J 5 pHLAE Y- 167, (] B S AR %) 2% T AR = i it
RPIREN T o BT 2 i M L NV, (2 B X
PR T 28 77 AR I T - 3 1 BT iOR (1) (Gaxiola 5§
2007).
5.1 V-H*-ATPase

H'-ATPase/ iz 73 A T AEHA A A, B9 ol i

I 4 R L. 208 7 4% JIES A YA V6 JiEE (Wang %5 2020)
V-H'-ATPase & — /N2 I [l & &1, &84
WIS 2R K V14 1°’Jﬂ2(A~H)$uA5/\]zﬁ£mﬂ%
BEHKVOLE /IR (@, ¢ ¢’ ¢ dfile) 4
2H 1% (Cipriano %5 2008; Schumacher?F[lKrebs 2010).
V-H'-ATPase 2t #45 Z%, H I g8 & &1 5 HAF I
B TR M. TR B V-H -ATPase[#) J- L6 1T
S 2 AN SE R gw b, 1K 0] g 1K T X A
[ R (1438 R A S M DR (K luge55$2003) .

V-H'-ATPaseZ: 5AE A Y id itk 76 #hhia

Tk Na L X BR AL SR AL IR B ) S 5 R A6 A
ﬁi’\/\ﬂﬁﬂﬁf‘(Wang:—%mZO Jiang%:2010;). V-H -
ATPase %W AE S A N HAA % B 1iREgE, IF
AN EAE . thihia FUKHEAL B, C. EIEZE.
FHSZEA. CIVF:A# 2 BRE W & (Popovafl Golldack
2007) g B RIS A A 1 s B SR F dmAg AN
[F) 7. S5 (1) 25 DR 2 A AN [RIAE Y, T 76 AR D (Gao 55
2011). #LEFTF(ZhaoZ52009b; HeZ2014). % (Xu
2£2011). 7J<7ra(Ba1sakh£2012)£ifE%Elﬂ, FH N

FE DR RE PR B R 1 A R HJJ X V-H'-
ATPase ) 3 [R 22 1 FI B S fiﬁ%ﬂz ER . Eh

JipiE T V-H' -ATPase AJE%E’JEIEXKE&%%}JD, It
i i 5 V-H -ATPase 1l V-H'-PPase i 14: & 5 Wi iy
Na'Z 4, MM RE A A0 35 M (Lva52017) . #h4b
T A B I 20 (SilvaZiE 20 10) 1 £ b B % (Wang 25
2001) 7 i 5 HV-H -ATPaseiF M 16 00, 3 H 25 s
HENa'/H' 10 1) % 38 A4 0 7 PR Bt A 6 9R BE (0 vy Tf
F i (QiuFE2007). 7T LR W, EhAL B T V-
H'-ATPase i i 14 14 I 2 & 1 0k 238 0 (1 45
(WangZ£2001; MirandaZ$2017). #IU17E 58 2,
V-H'-ATPase Fl1V-H'-PPase % M i I Jii 145 (4
B B AR BR AU B b B A, 7R I R R ORRE
A% (JaarsmaFllde Boer 2018), 1X 3 B Jii F 2= ) &
RS T HREN A, EbhE T LA

5L Fh AR K V-H - AT Pase (135 P4 F+ 5, (A 75 &
A ) I DR RS AR BT B (Wang 552001
Graus%52018), 1X LA -F- & B #h AL M4 5 #lt LA )
V-H'-ATPasefE #h il A % A —FE R RS .
[ If 25 B8 N V-H -ATPase 5 V-H -PPase . SR #f H
BIRAE 730 21 ThRE, HEATHI DTk A 2 AH
[ 1) o
5.2 V-H*-PPase

FH bt 5 V-H'-ATPase, V-H'-PPase [{] &5 #4) ] 2.,
T — 2% ZE Ik BE 2 il (Maeshima 2000). R4 H 46
N F AL, V-H -PPasefffl 5 1445 I [X 3, H
BOML TN EE . 7ML T TR, A 34 = R
SEH A EB(CS1. CS2H1CS3; Maeshima 2000).

W7t 26 B, V-H'-PPaseif i 18 i 55 179 [X g
o fREA K R AL iﬂﬁ%*ﬁ}}\ﬁ@%ﬁﬁﬁ@a
PERINO; A5 Sk 2 A A K, S mE P
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(Schilling % 2017; Lv 45 2017; Graus %5 2018; Schil-
ling%52014), #h4b#H 2> 5] 2 V-H -PPase 2 [F [1) 5
KIE, INETaVPIFN TaVP2H I #5155 5 2k (1)
% (Wang%52009). 7Eif £ & 9 o V-H'-PPase th &
I8 R = R IA i #h 5 R 2 — (Punia%$2020).
SR N K FE V-H -PPase 3 R M h () # ik B4
%5 89 F iR (FukudaZ$2004a), 7F £ 7 (Vera-EstrellaZs
2005) -t 45 FI AR [7] 5 3 {H1E 35 N (Kabata Fl1KTo-
bus 2008). £t VK H H L4 V-H -PPase %)) 57 %]
B A X AT BB & KA V-H -PPase i 1 5 % 3%
KPR SEYME. MERAE. RERSLL
JNa ¥R EH (B ZFHE52006), #hhia RPN S
S8 V-H' -PPaseif ME 51, 1IX{E % b 5 ##4 (Zhang
2:2012) 1 15 FIFE 92, V-H'-PPase [t 1% 3 K R4 %F
#h W18 A S )R I, 00 T AVP 1R R AE it
¥ A% A 7K F5 (PasapulaZ:2011). 784 (Qin%5:2013).
75 (Suz%2019). K& (SchillingZ52014) 1 i &
T i B R MR I SR M e X SRR BRI 2R
(14 =5 5 V-H'-PPase {2 i3 &5 7 X B 1 ], J/>ROS
FPEAAT Ko TR 2R IA V-H -PPase [ 5% 3 [K 48 35 77 fig
ZE I F A A 2 £ Na MK (GaxiolaZ52001), #
B E RS AEN AR R R FE A R T B £ [Na”,
K'fICa™, JF 5 w164 Ve F B JRE N 1 4n
Ji 45425 (Bao%%2009) « 5 NSbVPPasetF f1/NK,
76200 mmol- L'l 25 e, #8017 Na FIK 4 & .
IR A S 27K B BE 1, IFb 1R
Rt AL, R BHShVPPaself1FIAEHE T £ 4 (F)Na"
A6 25 B 5 )V 0 AR OS5 543, WA T 18 S e ok it
£k (Anjaneyulu%£2014), K H & H0 00 M AEH 2 1 V-
H'-PPaseX} T3 s pi sh ML T BE A AR (k& 5%
2022). {EMHEL RIS SRk K B B (Iris lactea) V-
H'-PPase (IIVP)RE NS b 3 & v e 5 DR IO 20 0f 25 oy
1H R 32 PE(Meng52017); 4 #h 5l 7% V-H'-PPase
FEDR(SsVP)TEAU A I+ Hd A, K L BE DA FE Ak
R 5 1 AR 2 2 $E 11 (Guo%$2006) .
EAFE R B2, 75 2R WA T~ V-H'-PPaseJi X fil
TRV Na"/H W ) i s B R R ) L R IA 272 AR
bl 5 358 K] % A A B 5 D I 2R 1 IR R IKAVPIFN
PgNHXI (%% 5& 5 35 fili 5 AVP LRI PgNHX1 5555 R %
A A AT AR R 3 5 AR B, 2R B R i A e £

(Bhaskaran fllSavithramma 2011). 7£ 3L ik SsNHX]1
FIAVPI(F) % B K 7K 75 (Zhao2:2006) . 31 1k AN-
HX1FAVPI ) # B M £ (Shen%62015), 3K IA
TNHXSIFITVPI )% 5 K HE (Gouiaa55$2012) H1 4
REIFFER 25 R, X egh B 5Na" /H Wi n i ia A
5T R Ihae 2 RIS R 20 AT . (Hil
W — TR 58 b R BN, HYNHX 15 HvVP1EE $h U (1)
K Z7 H R 1 R0 FF A B B2 v R 1 AR A
Na' ¥ 1 X B 16 B8 71 K e 42 FH(Wu2019). 1X ]
RE AT B R 5 B (2 2 i B iR AT B 5 B 4 2R, BR
o U R TS VE SR I FVELCR)S VIl 18 (1) Na”
1518 VEif i (PottosinflIShabala 2014)

H AT G TR IR b oA 26 24 i 1 R e i
HEW. H2¥#HINNV-H -PPasef 3/ H' % ik B 4L
SRR 5 V-H -ATPase [{E A 24 1, HEHGE
KR Bl 75 36 e R i 3 8 K AR 41 g
V-H'-ATPaseif P4 K %, 1 V-H -PPaseii 4 42 & (Yu
£2005). b, 78R EE T A RUR I 2 £R
S V-H -PPase 5 P T+ 5, V-H -ATPase it M 1% A
A4k (Graus552018), Pt 32 FFix — W si o (HiE
FRIE — 3G 11 5 TR AT A #h 8 AR TR B R
ATPE: A BT A AL CLHRAES 72 i, B 4
JL R 7 1k K % 75 2R P ATP R i 248 A 5 r, 55
(Shabala 2013). [FBf tA7-7E S 2 MH R 4518, 1F
£h Bz i P B 7T, V-H -ATPase [/ F 22
KT V-H'-PPase, H:iif £h i =5 B 56 w& AL F- A& @ i
V-H'-ATPase i 4 (1) 1, 17 V-H'-PPase{\ #z /X %
£ H (WangZ5:2001).

W 72 R 30 36 38 T VB IR Na/H 3 ) 5 18
GRS 0TI ME AR R B, X AR H 2R, 3R
B (Qiu g5 2007) # % Bk (Popova Fil Golldack
2007) FAFEESL . ACK R Na /H W 7 #4 12
HAE S LY IS Rk IEA RS F N SR R
(Flowers 2004), 7] Gg [ Jif [K & % 3 RUAE Y h %A
7842 BRI BT - 42 Bk 3l /) (Shabala 2013). Jii
AT S iad il E I L H SR, 2
TR RAEYFIRER R 28, H A7t 4s
FEAEAR P J& B S, VRIS 28 0 - 32 FEHK A
Eh e R R A0 o TS, FLTh AR AR e 5 L iE
B PE AR S G H R B R T .
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ATP ADP+Pi PPi

H+

PpCHX2

2Pi ATP ADP+Pi

K+ Na*,

K+ Ca?*, Na*, K*

Bl ReREEETREERSEE

Fig. 1 Main ion transporters and channels of vacuolar membrane

6 RE

TR s 8 S AR a4 A
BT DL R T T TR T YR 2 A, 2
KT R B Rl X BRSO TH T 7T

AR Z TG SR 7~ 1 ) . X
S i) 751 SR E T R A2 R IR 2 B A
gER. R IR B Z RN T R, S A
YIAHEL, A YRR S B U (AN R 1) 2. 35 AR
T R ESA T 1 (0SOS 1. NHX) B Z & [ 1875
J8 o3 RS P (AT H - ATP R (1930 128 J5 2 1L) (Assaha
£52017), X BT RE HE 2 R RE B AR A A LU A AR
Wit k. A AINNS SAINa TR S i is &

A BEAETEAR R 2 57, X 22 S AMUAFEAE T
A AN R A R 2 18], T ELTE SR AR R
Z ), F2 SR AN A 1R A0 £ B2 R (Flowers F1Col-
mer 2008). JRIBIHEYL & A 5 EHPER R
BARE RN, BT A ML LR R
7 N I R R R et S RN DNE 2 €7/ W3 i bu
ERE KA IF O AE T R AE ) (3R AR
WK A Ja Rt AR 2 A g

. ThEES R HLHI T 7T, LA 5 i 4= 1 Hh ) e
EhE T Y E T i SRS YERR e h 1
IR

R A N R DA L P B TP A 2 BV 2 R
hE R, 22 RS E R g R, B R s
PRI 3 ZAE R 7ENa, X H AR R T
5T D, R SR 0 G B B A CL R 58 B S AN 5
A, DAAE K 22 M 90 3 A CE 3h 3 R 36 58 IR
W &5 LA R AMERR R X Ak 7 T, T £
T MR IR B R DA R R L i 1) 25 1 i i e
O . I, A5 RO REE F BN E T
Wil 55E E A SVMIEV. CLCE)/ s g A
mﬁn AV IE F AR N B N — A

REfIR AR, et HAT 7 2 A N b .
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