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Abstract: Proton pumps in the vacuole membrane of plants are vital to vacuole functioning. Proton pyro-
phosphatase (H™-pyrophosphatase, H*-PPase) is one such pump, which hydrolyzes pyrophosphate (PPi). The
enzyme assists in proton transport across the vacuole membrane, balancing vacuolar acidity and generating
an electrochemical gradient for other transporters. Thus, vacuolar H*-PPase is widely involved in plant devel-
opment and responses to stress. This paper summarizes recent research on the structure, classification and
function of vacuolar H™-PPase, and focuses on the role of vacuolar H*-PPase in salt tolerance of plants.
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H a7, FIHAHE AR SEE LIRS 25 EhEil
b P AR g R A v R A ) ) LR AR
DRI i, 328 420 T SR AL HR) I 9 0 i &5 268 DA 5% 305 1)
U8 B S ARMAE T 357 R ER ARk X AR 7S S B
HIRMET R EISSZE.

F AR AR ROIRAS T B A e 22 THD 0T 2% it 5% ol
8, XAE A E A R A B T A &
N7 38 A FR R . AR AE 8 T R R R
(1 U 2 AL 1) OR 7 200 PR P PR RS, DT e B ek 42 300
558 6F 200 1 AR EA U ) B RS . OB D AR
PP AN A P B K BT B, A R A N 6 T 45
EREREF 225 MR N MRS ET . A
Vo X BR A B 4 RS 5 5 R 40 T 45 (Maeshima
2000; Martinoia 2018). VM (157 T FAE SR
W2 AP AR Dy RE R B E . VRO B 5
TR BRI ATP B (vacuolar H'-ATPase,
EC 3.6.1.3, & SCfai Fx i i JEEH - ATPase) A K 7 i
HE T 2 i (vacuolar H'-pyrophosphatase, EC 3.6.1.1,
AR H -PPase) . Fo VI I H -PPase
Se YOI EA 5T W I H - ATPase [ — Fif
H' #3568 . WO EH -PPasefE1E T 2 Bt A Hi
GRS RS A Ko 40 R (Maeshima
2000), ‘I8 IS A S R FEBERR(PPL), — 7 IR /D T
PP & 3k X AR W B B K 43 6 BRI s, 5 —
5 THI A FH PP (1) 1= B B IR B, i AL HT H AR SR )
WL 5, 5B IEH -ATPase— 2 i 3. T #5 W
TR 1) pHA B (ApH) AT HEAY, 2% 358 B2 (AP) (Kasai
2£:1998; Maeshima 2000; WangZ52001). LRI 5T
R, WL IEH -PPase 7F 1 7 #4010 58 W 28 1 7
W B EEAE A, I B A A S E S FAT T it et
177 B4 5N AR ZFEE2006; 4H552013; £
1552020), I 4K, BF 70N O3 7E WA IR H -PPase
Z 5 ia N E R TR B IR
Z LR U RIVE F RS e S T E R .
BEXE UL B LA, AR SCERR T IR i I H -
PPase E A HLAH 25 e & 3 IE R

1 {E¥H-PPasefI 5 K 5454

1.1 DE5EM
H il 3= ZUR A YH -PPase 7 NPT AN, RTx

Ca™" Y31 3 0 L A2 M o Hh K IR P TR B
K BE A, DAt Ca frg 410 ] e S AEAS A4 t
F KBS TR s AR oK R B, B 5T A
NIZH -PPase 3= 2152 A T A V)AL I 1, PRt —
BB B2 B 4 O R R AR iE Y . (HIE R AE
L FE IF (Arabidopsis thaliana) F /K & (Oryza sativa)
FIHIE 7T Hh DL -PPase £F 4] B2 35 £ i 40 A 1 5 i
A 407, X% B H -PPase MY AEAE T i
WA T U . AN, RegmiZs(2016)7E K AG /N
ik 490 7 50 P 200 B 1 5 S Bt R B T 1R H -PPase
FIAFAE, T AE KR 2 26 1 23 b 0 =5 25 o T
i (Regmi®$2016), & BRI H -PPase fE [A] —HY A
[ 20 ZRAS [F) 2R 2R 2 b 1) A 7 nT B AN )R A TR
IAYH -PPase £ 2240 4 T /R B4R, HAEM )&
ML) & EE R HEAR, AT TR & 190.2%.  Zhang
£5(2020)F1) FH N 35 25 145 1 FE ) 100 56 B ik R 2H 4
i 4T H'-PPase & (R ¢ i 11 25 #4548 AT 8 4 4 3
177 200, RITE AR H -PPase i K 22 i) AN A
SENL_EAFAE R, fESNRE T A E B S, W
AR N H R ) B ) RS A A —
B TR TR H -PPase 7y Nla Ml HEIall Y, 1))
A] BEAE M T AL 1) O Bt © 43 fH(Zhang
£2020), [FIH, HYH -PPase (K] 45 ) B AT 2 FEE,
b 20 A1 8 22 B0 I HT-PPase 75 1 47 38 I 300 1
Foip i R R B A RN SR AIT
1.2 EAKRERFLEN

H T HE A H -PPasef]2H Rl S 45 1) T Z2 T Mae-
shima (2000)4 H 1) 4% & 0 iH -PPase 1] 4 $h 45
FAREAY . AEPIVREL IR b A 7 T e R4 B AR 1
EARNFM AR, BIREEH - ATPase FI i I H -
PPase. 5l H -ATPasefH Lt J L iH -PPase
(RIEE P fa B, — 25 SERRBE ARG, et G o7
KNG IEH -ATPaseff) 12% (Maeshima 2000).
- Maeshima (2000) 42 tH [ # 4 &5 F B AL b, i
JEH'-PPase il 7 144~ 5 5 [X 35, L op A7 647 T
WA 7T IR, AR B A3 E R A
BL(CS1. €S2, CS3). 1o T4 g Jig — M fr1 CS14%5
A2 VI I -PPase JEC 4 F) 45 - A0 7 25 (1
1o FERNEE T, A7 T35 KIPR R A CS245 My I AE 1K
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%?PPiEﬁH+$§£L$§‘s¢ET§E§T’EFﬁ 5 =ME

S5 CS33 H kb T Coii H A5 “GDTIGD 45 #)
idz TE4% S R CS3 45 M3 AT B — BV I e
HH: 3 EUR I H -PPase [ B 5 1 2k, Xt R
B IEH -PPase ) fi A0 A% O X 3R 7] RE A2 H 3
AMESEIXIH(CST. CS2. CS3)3L[FE4 %, HAF—4
S5 kI8 FRr i /E F (Maeshima 2000) .

2 EYREEH-PPaseZE Mtk A1E B iy
1ER

1 EME T EYREER-PPasefIE Tt

15 Eh A HH W) i R% (Suaeda corniculata) %
T ¥ ¥ 5 H -PPase 1) 5 K] Sc VP RE 15 Wi 7 3 15 (1)
AbEE, HAERR . ZEANr g A (LiudF2011). [6]
FEIR), 1E & 3 (Beta vulgaris) F1 K| & B W) (Tamarix
hispida) F 0 i H -PPase [ 2 i 3 [R] 1, BE 0% 3 3E
Wi W NaClp a8 (25 T 7 552020; 5K §8552016). £
I8 N H O (Saccharum officinarum) & FFH
BT ER OB PR B 4 R R K VRS H -

% fife Mo 5 A 3ok 5 Na i BR 1 55 55/ F (Theerawitaya
£52020). FhME T A RS S M R AL B A
(Medicago sativa)f¥ii $5 14, K & (A 5 45 &R
S 73 M1 R BLAE B P AR IR B S 6 IR H -PPase [f) A
HE R &R G, T80 B8 L e T 4ERF
A A B T4 22 o B B (Song262021) . 7ERE TR AL
HHS A AN AR W) IR Be b [ A 2% ©.(Vigna radiata)
R A I I H - ATPase fTH -PPase (1] 1% P, /b #h
JHp 8 Na 1 E NG, AT o 2 A8 SR e T
T 5% 'k (Torabian£42018). ﬁt% BMIE it N K 4 R
(SA) BN K K} (Fe,05) H BE 12 o AL AR A - b
Y H -PPase (I35 14, #EiMi# %*E% () %6 14 (Gh-
assemi-Golezanifll1Abdoli 2021).

TE v Eh e R, 3 e i B AR AT DL i i
2 R 6L B H-PPase [1) 32 128 7K ~F- B3 i v 1 13k 1 e 32
TV Eh M. 72 R K, Vs IR E (Serratia liquefa-
ciens) KM4BE 1% I 1 1 K o i I H -PPase 4 Y
e DRI AR 7K Y-, T 5 R D A4 N T 8 11
P R 8 R oK Y A A7 BE 1 (El-Esawi%$2018).
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Fig. 1 Vacuolar H"-PPase structure
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%58 J\ B BR & (Methanosarcina mazei) F 1Y) [8) )7 25 H
MVPF 75 5 # Na' il 1)1 1] (Perez-Castineira £l Serrano
2020). AT WAS R SR 5 A R I H -PPase Th it 5 i
PR S, R B 0 = A v B H T -PPase X Ak
AV TSR AARERENE L.
2.2 &BIRH-PPase 5EhiE TEYMANEFF1&
TEKAEH, 1R IR B IEH -ATPase 4 i 3
OVPIREWE S m I Na 1 X BRALFE FE, 5 322
ol R, i RILOVPISE T | CAX. MHX. NHX
SRR FRIE KT, IR R Yn il 3 50
TIaiA ok, E4ERFEDR N & R i ki
AR (Kim%52020), £ K3 (Hordeum vulgare)
o, AVPIP)iE 8 R IA RENEHE =y SRR a2
(R A=) B AN LR K 22 (AR B 77 & (Schilling 5£2014) .
TEMHEE (Nicotiana benthamiana)'f, W} i 2% 15 Nb-
VHPR] DL$2 i W78 5 1 I A 76 R 16 7% 2 (Graus
52018). fEERMM AT, B A ALE AR H R 2 £
75T I IEH-PPase ) b T, & A A I 2177 v fE
H'-ATPase B f) b Ft, X R B IEH AR KK F,
L) 368 3L 1 =75 VRV I H-PPase ) v 1M SR 2 4 L 3t
JEE I BG4 MY 07 AR A7 S 15 2 (Graus 252018) .
Eh W38 BE PR FH NDVHP S & 1 40 i e iy 5 2 i 4
MIFET:, DR AE 35 i e 26 A4 N NbVHPA F| T 14
i 3 V5 A 42 T+ (Graus=52018) . WF 7T ik A Bk
H U I 5 SR AR A 1) 6 L H -PPase Xt T 42 = H
FRAE PPt 3 ALk -F- 55 53 . i, S E
bRk ok B 2 4 A B TE IRAE Y B i (Iris lactea)
(¥ 1 S H-PPase (IIVP) & 5 {35 $2 i 4 J& [K A
BT R WA PRI 52 1, A i R R I A 25 i Na
KK B o, RIIVPHE W L 3k £h i T Na'
X Bk, K Ik, AT BE L M 4t K5 25 1y
TG H K /Na" 2 11, B e 2 R
iy £ PE(Meng&52017). FEL G I+, ik ik ok H A
RWl% (Suaeda corniculata) {1 5 H -PPase s iy
FERScVPBRE S | IR 4R N &S P
1 B BE /1 (Liu%52011). KK B 2577 (Thellungiella
halophila) ¥ 1 i H -PPase 4 it 3£ [ ThPP1 1E 7K
T Hp st 2 08 T R 2 B v A i R KRR T ey A 1)
fiif 52 58 /3 (He%52017) . X Legh B3R, Wi
H'-PPase 7T 4 7 £h i 10 T AE 4 44k P 85 P 1 i 72

WO R AR, T E R IR T S AR A
JEIEH -PPase it [K R B H o 2 2 (1 MGEAEH

PEAME BT FE4RiE, iR IE WL EH -PPases
it 2525 K] i 05 [ A1 L 470 4 MBS 1 5 47 2 (Kiim 2%
2020; Meng#$2017), & I EH -PPase/E Ji /b i
JE I SRR B L 2 R 4 R P I 20 M A g
TR HE T — 2 W, X 4ERr S W3 T R A
P P v 1 AR T A A R AR
2.3 HBEH-PPase S E KR HRIXIRSEY
i £ 1

YD AE O 36 36 I 38 75 2 2 A D Re A
R FEVER o B 6 B H -PPase 4 i & [H] 15 3L
flu i 25 55 (R SR 0A, 2 46 AR A i 6 14 1 — AR R
WHMTFB . EPEITH, LR IA4VPI M Larrea
Rubiscoif i fig 3 [ RCA T LA 25 38 i B B DR vk &R
PN SERE AT N 2B Pn 7 N Ee et /b b e
P T AR BRI B R IR AVP 1 B RCA T R Ak
(Wijewardene%5$2020). {EHLEG IR ILRIZAVPIFI
JVLEE 0 A Bl 2 DRl MIOX4RE B 1 35 ol aE T %% 2 (R PR
AR I B LR E 5 (Nepal 552020), 3X A Fl
TR A S0 v S T B A N TR R 38 S AR )
TP T, 7EER AR BRI R R R R IR R
{1 77 B, L X TR 4 B 7R (Nepal £5:2020), 2% 1
I RIEMIOXAFNAVP I H A RN 7T B 5 A AT 42
SR E R U G P S
2.4 BPEH-PPase 5L fME THEYIHIE FRIRIL

AN VBT 355 T 8 R S8 PR B A B IR R 1
KT M, SEERBA SR E R = . 15
i ia S HEYCE TR TR I EE ), 8 TR AR
MERIIE B OCE . TN, TR R AEACPI (IR
EH)IE R KPIAINaCIEL [F Ab 3 T, i & RA Kk A 2L
i i (Salicornia europaea) {1 7R 8 i H'-PPase 4 1%
B[R SeVP 154 Se VP21 i 5L R 40 /e I+ R BLAR T8 A=
AL bR, i RIE BIR2ANFE R AT DL R (e AR
RRE I L URBER S S M O FE ], WiAePhel 2.
AtPhtl ;4. AtPhtl ST AtPht] ;9] 7 ik & Sk 38 i 4h
HPIFIEREL, fRAEYLE = SRR T S SZ K Pif i
(LvZ52016). [K I, M7 -PPase RE U5 12 &1
R iE N HE YR E Y R BRI A, XA R T
HCGEAEPIE £ e T AR
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2.5 FHME T iRIBEH-PPaseE M 8T
KEWFRY], P a NMEYIEN KD TR
P2 25 2 IR FE e R H A2 %K. VB IR H -PPasefF
AR AR b B T AR, Refis 9 A M 4x
W £ R AL o 1 B Bl FIPPifE 5, #ETTT 2 5 )
i E6 P (1812) o PRI, YRELIRHT -PPase FRIE 14 1
TR YERF R IR AR B Th e B G . Hsud%

(2018) 73 #ir 1 #AEE I+ H 12FH114-3-3 7 #4448 5 AVP1 1)
KB, RILFTA 14-3-3 H 5 AVPLEF(E 45 &40
Mo H14-3-3v. -y -oFfiE s B B AVPL
(R 7K S PR R R 1 2 v v, HL14-3-3por R B
RO R f = (Hsu%52018) . 641, 14-3-352 1
AR T Na T AVP L HEIE ), A B T4 e 2R
I NAVPLFEPE . X LR 5L R IH 14-3-38 A Kk

NaCl

BRIMA U

et
"""" - BN

e %

E2 EYiKaRH -PPases ST & M TR E S M4
Fig. 2 Regulatory network of plant vacuolar H™-PPase response to salt stress

&8 2§ R A NEH -PPase kA K B VP16 & A A 36 iR L Ba7E M. Joh, RABR @ #14-3-3% & Rki@ 1L 5VPI
8948 ZLAF R iR 45 R AR H -PPase 69 7%t . SOS1Aw VHAAL #8 f2 $93F 5 /K -F- 4 iR I H -PPase ¢ /& M #EAT IR 42, & & ke ay
R IASEH -PPase—77 M A8 4% A NHXR AT T IR 3) ), (X Na 6 R @Mk, fRFIR ¥ o9 & F-F 8. 5 —7% @1 &% ey Rib
JEH -PPaseif 4542 3 3h 18 T AEER 3 4535 1K 3 RAWBEER 3 (P1) 494512, 42 3 Fh 8 T xFPiag ROk, 3% SAaah o &t 314
VP1: 7 ;& H -PPase (vacuolar H'-PPase); VHA: & & H'-ATPase (vacuolar H'-ATPase); PHT: 4% &2 2 4% 3% /K (phosphate
transporter); CAX: 8 & -F 35 4415 & ¥ (cation/H' exchanger antiporter); NHX: & 78 £ Na'/H i# %) 4412 & & (Na'/H' antiporter);
SOS1: JfJEENa /H ' i# &) 4412 & & (salt overly sensitive 1); HA1: /i EEH -ATPase (plasma membrane H'-ATPase); DA-KORC: 3
AL HLE 4 S1 %) #6718 1 (depolarization activation-outward rectifying channels); DA-NSCC: S4B AL0E ¢4 dE L B P65 1A &
38 i (depolarization activation-non-selective cation channels); GIPC: 4% Z JUBS B B A 4% 22 BE i (glycosyl inositol phosphoryl-
ceramide); RAB: /s GTP%: 4% & (small GTP-binding protein) .
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RE0% 18 1 B0 3 5 TR 45 16 77 20 ST H -PPase [ 75 1,
HZ H5EY R R 00 K IAENa H
T 7 12 35 1 SOS 1) AR R v, i R IKAVP LG
2 PSPPI T TR R . TR, B TIX
Wb 22 Thfg, iX 3 B SOS1H] gt £ 76 B 1% 5 7K F
2 5 AVP1 2 [ 1935 P4 8 #% (Undurraga$2012).
UbAk, 078 s R B H - AT Pase th 22 5 Wi 7 g
H'-PPase i M4 )42 (Lv452017; Undurraga®$2012).
X1 SR A5 2 (2014) 5K FH 1% B XU 44 A8 3 g (1 5 9 s
F| 7 W I AVPLE BAE & HARAB (/NGTP4; &
T, AT5G47200), 13t — 5 F| FH RAAIE HAVPI
FARABLE = sh il F AT A —15 5848, HEA
1E AR (2885 2:2014) . Pizzio5:(2017)if it
THENLEBL 7%, e 17 LA v Be v 15 U /e 7t
L IR H-PPase 41 Al & 7 FVE VE B IR L. 12
FA TR AT A (1P A, I X K e A5 PR Rl T
e A& E — D mUR R AR ) A2 7= 77 1 B SR W (Piz-
2i0552017) IX LERF 5T B RN Dy id i e ) AL T
BRSNS EhAE YD St PP gL B0 BE Al

3 RE

W 25 A DV I H -PPase ) AR ANHE 5T &
P, VB I B B T4, W IEH -PPasefE
T KR B ANHRARIS 53 o v R 555 o L
PIVER . ASON HEEARZ W S5 DRe it AT 704, IF
BN ZER T MR H -PPase £E A YK A 5 il i A
R EEEH. ST RIEEEH -PPase LU i iH -
ATPase 4 14 58 JITR] 5., TR 45 WV H -PPase 7 i
BN TAEFBOE gt ey o B — e .

R H R Y EEH -PPase U F TR %
A T, (E AR AR — L8 O 1) A AR5k — 2D il
fifte —Rak— PR IEH -PPase fE (Kt T-PPi
(R A5 s A E L, BR 70 SR e R e e -
PPaseZ: S5HHY) R N PPi~F- i (1) 42 I 4%, — 2R A
FE AT IR I -PPase 1)1 3 5 AR AL, Jod 2k
ARV A BT R, i e e gk T B
oI R AR P B AR R A =R R SR T e
JESH-PPase W {i] -1l A& 4 i & FAT 25 ol 38 2 18] 1)
KR, NEF= S R s il Pk B R gt
WAKHE .
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