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Two rotary molecular motors, V-ATPase and F,F,

Hiromi Imamura and Ken Yokoyama (Institute of Scientific
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THhY, ATP DMK HEZ AN F— L EEZ N L BELSAFH AN T —OEWEIT .
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1. V-ATPase & F.F

1980 AEAAHIEH, BEREOWNE, V)V Y — AR VIO
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RueLFERINZZY, b7 b Ry T3
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MR OB L ZE L T, DMaiErPey FH A
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DOEFEI L TAEZ A, BAREZLIZT70% DL



426

OFVHEEEZRL, HHWIZH V-ATPase D& E T 7%
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(I 7u by RYTOHIETH % ATP GG & 17 -
TWaBYH, TN FEBEAEY D V-ATPase (2 i fll H  (Ar-
chaca) DL F% & - T A-ATPase LIFENAHZ L H 5
A, ERAEY O V-ATPase & IEFIZBCHB Y, BEIEHE
WCHHMTHIErD, EHXHIEINN7 T TR V-ATPase
EWV ) IFRREIRIBL TW A, V-ATPase 3% 0¥ 71
—v b LHER SN, 700kDa R BIEWICKE BT
TH2H0, RELZODEEBIIHMIZT TSI LA TE
B, —HEKEED Vi HERT, ATP 2K HT 5.
D) —HPEICHE SV EEKRTTO M OEBE
HoTW5b,

V-ATPase (3 #ELHY, HEE&EMNIC ATP GHEEE TH 5 FF
BT WA, BRI, I by R 7THEREREKDOF S
a4 R, KESOEIEME QMBI AELE L, e
HRICEoTHEENRLTO b ViltEAYREZFH LT
ATP Z HH L TW3Y. EEAEY O FF & ATP & B ICHE
IELTW52S, BRRMEMEICIZ, 7 bRy 7L LTH
BELTW5bEFE bf1ET 5. FF b V-ATPase & [dlKkIZ,
ATP KR Z T AR 70 v %% HT 5 FA2450T 5
ZENTEL.
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2.  V-ATPase OEEDEERA

FAMEEd 5 2 & AAEFFES N TLRE, Vb HEEE—
7 —TdHbLBELOLNTHRD, HEENRIFIEEOEND
Lo sy MEERETFETER LTSNS Z b5
BWIREZ 572, EH S IZEIEME TH 5 Thermus ther-
mophilus K DOV, #HH\w, DYy 7 12=vy M FH 72
Z v MIRHAE S E — XD ATP KA 85 5 BT
FHEMBE T BRI LKL, VD RERST-E—
F—ThbILEFHEHLZ (B1A)°. HIET 5 H I F
DY 72r=y b ThHoHyEFELT, B F/V,H) »
LR & ATP DMK EIAE - TRIEEERE ) 12l LT
W7z, ELRFY T 1=y M RWIRETD Y T 2=y
NSRS 5 2 & b DD S, ABD AR/ Az
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TW5729, V-ATPase &K% Jh S E(L L THE T 5
EVEDPZEALTLEIHEN S (DT EIIEFRIC
bHTIEES). EHELEX, WHE LG ERFATLI LT,
PRI F o 72 RFEIZE W V-ATPase Z #5894 5 = L ICHT)
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EOBWHEMER 2R, €A F ULl T2y M LT —-TE LToE =X

G S, HMET CXomEmEBIg L.

(A) FESNZX BV OEEEFN. AV T2y bEFITAEBRICEEL, DV T2
=y PEFH T2y MIERYZAFL VOV — X245 3E72. B) EE572L 5 V.V,
(AT V-ATPase) OIEFHN. AV 7T 2=y s 275 AEMHEZEL, cF 722> b (K
FRZLYT2=y FEPATW) KE—X&2f{EE3E7. (0O FHLSPIZLD V,V, D
EEEEHA. 45% 5 LIEMICHEFTh b c T2y b2 AEMNCEEL, GH T2

=y MZHOGT 7 F U R RS S .
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F—=ThHy, MEPLBEOERSTHIEH-TWDLZ L
NEIEC Aoy aR

3. BE&SFE—F—DOEXRKE

V-ATPase 2’ £ 272 b v Ry 7L LTH %, ERE P E
WCATP EHE L TWRE VI EVEHLZDOD, EH 5
b, ATPOERK - & vwHfbFE s v¥—L&, Fu b
VEREN L v ) BEALFEN I AN F -2 BT L HTH L
ThHbh. LT, MHLHOOMYL20EEEE— 5 — &
POBREINTWES (F2). —HIZATP 2EREj & LT
Mg %E—45— (V/F), b9 —H3BICHE /270
Mo EREHE L Chizy 5E—%— (V/F) T
Hb. FOBEESGEBTIE, “O0E—F —FiTNET
B L EE TS TR > Twa, s+ T%
CEETRED D% > TBEVWOMMIEEEET 52
T, —~HOE—F—OREENTE )~ HDE—F —I2fx
Abhb., 7a b YBERR, b LRV,
V/Fi € — % — 25 ATP 2 MK53% LT V/F, €—% — 257
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O b rEL AT HMCHERT 5. #ictao7a by
ERE) 1 25 VJ/F, BB IC M STwb &, VJ/F &5 T
HEL72REEDICE Y V/FE— 7 — 85 O B§ET 5 ATP
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Ly 7=y AY120° WMERT A ESbAr oz, L
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FHLZESE, 1HOKIEY A 7 Vi 120° THb S D
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D s A5 EEE LT ATP 8% 3 b.
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S S ICERMINIC Bl 2 AT L, 120° BHEASS 512907 &
30° DNlfE (WAL TIZ 80" £ 40° LEbIhTWVDB) 5 h
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DGR, Cy3-ATP 2’ F ICHET 5 ERIKICy 7=y
M 120° WEE L7z, & Z2AD, HWTATP AT AL

—FE12120° WY, LIELIE 80" DfLE Th$ 0kl
BEIL T 28T 2Bl S 7z, Cy3-ATP I ATP £ 1) &N

FHEE—19_' @

t T °
=fA 6@120

[y o

Do @ o O gor

EXD s (op

OX® @
S ONT OO0

D?
3 WlHRE ATP MUKSEH A 27 v OB

F (7F) &V, (h) OREZOETIVERT. Bl RS,

FOGE 120° N CHEITT 5. ATP (KHFTIET) %H
(BTiZD) &V U8 (MhTIEP) 29HEET 2 ALV, T
AL, FH o DP X ADP &V Y ERDSHES

UEfez H79% How
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T bt 320° OLETF 205 MFHES 5 WA= .
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i, FArvove3Irvrvhbtofios—y—5 328
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~%@¢5l%w¥ 1338 & % 90pN nm T, A FHSAM
B % ATP KGO HH T AV F — LI VRS
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LR OILFIRENEILL, TNETO OMETLEET
Holeyh 7=y MIANEELERDY, 120" FITH 7212
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IR & MR IS B 2 B FREORT ¥ ¥ vy Vo
A5, 120° OEFRIC L o THORT A2 AN F L 22137
TH5H. F OfFREEF T, My 72=v FTH5B
72y MIX 7 LAF FSEELTWZRWIRIEETIX C
K B AL B MEEZ L > TwbHoiIcxL, 27 L
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MW TN MIFEDOEITZ R L T D, =D DfilEEf T

fféﬁ!f@&bum\ﬁ@ft%ﬁarﬁﬁﬁkvrcn;t;tt:é LIZHH. ADP
S FERELH STV AW, FIZOWTH E2EERTRIZIZE
LCWAIREZET. LAY 7=y s OMXEZFET.
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FF FREGRETEy Y 72y FEMLET LS ICHL
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b, X7 LA F RO L R CIRZBH V7243, AL T
WALHERIH U7 fEZ2 L o TWAB I EDRENT N LY,
ATP DAEFIZ L 2 BH 7T 2= v T O EEALA N §iz o bR
BITHAHLEZTREIZITHA.

FF 25ATP # 5T 5B, B0 DI TR Oy
Ty PAEBIMICHICEE S HNE S LT ATP I
KGROBE IS HEITTHEEZ N TE . S IE,
yH71=y MY -2 HE 3¢ F (wpyBEE
) #ZHHAEL, BAE Yty bEHWTE—= X%k
SRS &AL I g B &, FEAISIERTH O ATP
WESEAT LI ERWZLAY. &512, Rondelez 5
BN F o N=% o T1IHTLRLVTE (20O
B3 osPaye BEM) OGBEEMEZ FHIT 2 R 2RI L.
Yy 7=y bOFEREICL D, 1EERICOEHIMWO
ATP BAE SN D Z & 2 L2, MK HOBIZIZ 1
M T=DODATP ZHET 5 2 & h 5, FIFIZIZRERIC
WHWEE—F =72V PSR 7272
L, e 72=y LRV ESGEEEIIRE KT
LTw/izw,

5. FiEIZRE DV, OEEFEEE
FCHZEINTWAEEE X = X A%, ATPEREjo |0
BETE— 7 — B R DHON 2 DT L2
57018, EESEL ) —DOONELSTE—F—THb
V., ONEEZRFEL K FARLY, M ThHr DY 7=y
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MIHEAEIEE—ADNEE ATP IRE 22 2 THET
HE, EIEEDOATP TIX, ¥— X3 A2 —X\20EEE L7
A%, 10uM LLF Cid 120° Z & 25 IR L 2255 o [al iz 258
g (B4A). TOZEMHTIE ATP ORGSR D K
SEIZIZHEL, ATPOHKEEFio T A EEFEIELTW
52l b (ATPRAREBELL). O ILREH % AT
T5&, FIEE—2o0FELEOATHER SN TV, &
IEFFHE DRI 22 5 Vi ~ND ATP DA HREERITB L Z 4
X10M's' & F, (2.5X10M's") OB X Z 100501 &K
S BRLLDb00, TOFKREVIDFR EFKICIED
ATP Z{HETAH T L12120° MfETA5Z L 2R LTWA.
TRV, OEHIEXAHZALIEGFR EELALZOPE N
L, BFRPLESTWDEEITHAS. LIZHBERALLIH
F. Tl ATP #4565 2 AE L ARG ES 5 AL 80° 3
NTWa® (M3). FEHES5FV,BEDMETATP Z K
DT AEPRARDL DI, FOEBRTLHVWL N
ATPYS &\ ) NIKRGEENT F a7 2 REIZL TV, D
Il % X7z, ATPyS 2B &35 &, MMM T
b 120° T EATHEIL L A SRS 0. 16 Il & v 9 FEFNIC
Wol D LZAE=FTHEELZ. ZOREOEIRE
X ATPYS MK SR INE D% FEFS> TV ELMETH B
Gk bEl). L ATP KRS EOMEDF & [
CTHhhiL, oI ATP HE/HD O fiE &
80° INTVBIFTTHA. £ T, V, ORERHEFI,
B % FIRZED ATPYS 2 HAGRED ATP I L T, &
IERTEAEALT 5 20 &9 Tz, BRI ATP &S
B LOMETEIEPROND IZTTH L. TORKE, &

B 12 | &
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| o
-
|
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0 120 240 360
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(B) ATP WAk 5 fi fy

JE & ATP REEAEOIEL. (F) ATPyS fafligE (4mM) TORKMEICH

F B, ZoDEIELEICE — 7 BTV 5.

(F) B THE
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WK ATP IR L7250, Vi AYEIR§ 2070 121
FEAEEAPRON o7 (R4B). iR T
U—7THLE—A %DV 7T L=y P TIEARLSFY T
Zy FMIZEZTHFELT, E—XOKAMEBEIZLSLT —
FAT7Z PTEBZW. SO ENDS, V, TiX ATP O
G EIMAKRGIENF CAETRI > TWDLIERHL L
ol ZOMKPEZ, HEOLDICELTLLE TRS
NDE)BRAHZZXLFUHTHENWIEZRLTVA.

Fi & Vi DEWVIIIIKSBEOME T Tld e r oz, V)
AY120° g5 B EROfAHE & ¥ — X ORHET» S v
7 EAEb o722 AhH, BXZF3pNm THo72. —H,
FMUGEHETROMNV 720D 5 L8 46pN nm & 2 D),
INFTICHEYENTWfE (44pNnm) & IZITH LT
Thotz. 2F0, ViDWBETLE IV ZIZFEVEVE O
4GD3IHRETH L. FHS DL, BRO V-ATPase (V,V)
WHRETAH IV 2B X Z36pNmm & HH L TwaY,
ATP NIRRT TV ST MV A E X D& w
IDIFEH RS V-ATPase DFFHDO—D>TH 5. #HIHT
B ATP FR OB, V. OREFE V25 %%
FCHERERT 545, bV E, FO DR O
HEEZALICIIR S NI WITEEEDY D 5. FEBRIZV, O
ATP BRI ORRSE, L R TEVWO»E ) 2L, ¥
URTBIZE BT ANTE—BEWRDRA I AL %EZ B LT
SHOPREWRETH L. RILICHR > T, V), OfiliEE
MEEETSABLIOBY 7=y bHEMORE
PEINIZDY, FNENFOBBLI P ar72=v b
EEVHEEMFEE AR L7, ZNTIEF &V, OMERHERE
DEVWEAEZMLTVWEDREDTHDEAI P ?  F
DN TH 5y 7T 2=y M, ATPMAKGFEICE -
THERIE LN ETOZITHOHFLETIZR L, ZD20fl
WM OILEIREEZHETEEEZ SR TWEY, Z0Z
LEEETHE, ZOOMEE—Y —0EVIZy T2
=y MDY Ty POEWVICRENT L EEZEZLON
HRTH 5.

ZOXIHIZ, MERIZBIT B E &V OMWE O ERS
ERL DGV LI OHLNE o TE, LAL, C
DZODNEEE—F — BT B AN = AL Z /572D
i, SHEIHICERIMEBEOMEZRRDLEHNH 5. ADP
) VBOMEET AAEIX, WMEELITLE-oX Db
TwZ\wn, RYBICHES T 2=y P TH DB R ADFKE
TN CHEEEZHHTCE 200 BEELRMETH 5.
VIOF ERLELAMERA S Z X LADGTRBELHHZT LD
2, DY 7=y b OvAEREE, IV EHEKRTOVE
HEORENLETH S.

6. V./F, E—4%—OEEHEE

VJ/FEGo7a ~ ¥ EBICEE2EEHZ LTw2 00

(fez H79% How

BEFThbat 71y FeliEfFThHhbch 7Ty
FTHBH, cH T2y bR TO NV EKAETAY T
=y FT, NMRIZX o CTikE SN EffEETiE 2K
OREBEANY v 7 A SHE SN TWBY, HEKRPTIE
e 7=y MIBBEF V) Y UEEE LTV, £
DEIZEMICL > TRLY, Z072n1025 15TH
BT b EFET AR I N BYRE YT
2=y MY Y ZOIMUE TV, B BEOREIC
HFESTWLDICHERF»SIIEET 72 ATE R WL
I oTwAD, FEFTHD a7 2=y MKW
WMo cr72=y POBEET I JBRICT 7 AT 51—
TFX AU TEBY, Folzd7u b rAins L
cH T 2=y M) UYIABEEET S EINTWSET™, Ju
FREENLBMEB L pH O (70 b CERE),
PMF) ZFIJHL Tithb. &k, ABLOT7 IV —Th3y
F7 7 T X o THEMIE ORI V-ATPase 12 & %
Jou b riEkEERE LTERNETAZ LI LTS
D, FEBRICERIBMAEE pHEXKELIKETHZ L%
RLTWBT, ZNFTFEF 8L V-ATPase IZBWT, ¢
H7L=y M) YT O ATP BREERIEE AT 1 25T 5l F2 5%
THEPOLNTWAEEEY  FicH T2y MR FEET
7=y herzurRY)ryrgrETu b vidEHEL RS
5", LaLeds, St A v F—RBEZH /-
MEBENLRER ZHEI00, cH T2y b)) V7
(ATP DN TiZ%L) Fu b rofihzFHE L ChliEyd 3
MTE2EEBE L2 WIHIMELRRE I V. /2, o
T2=y N Y TOVNMEEIPEL NI o TWwEH00
at Ty FOVAEEIIERZHS IR o TV,
ZFD7iz, VJ/EE—F—TH7a b VEREHZ X 5 HEED
AN AN T HERITENR TN 5.

7. HASHICE->TELLEBENDEN

V-ATPase & FF, CTlX, £ OOV 7 1=v M B4
FoTC, MWEEWO XS REEGEEEDY LIFTnws (FR],
X5). EZEWOY A, V-ATPase 12 9 Fif, FF (% 8H
oY 71y broHEEINTWE, BEEEYOEEFEIZ
FEBAEMORE LY S 5L ooy T1=y M &
FoTwa, 7272, "7 ) THEELZOY 712y bD
BEALREEMBEEOY 722y b & —KkiE L ORI
HEALTWEOTY, FEHNERZOY 7=y MK
ROERWLHETH Y, EMARRIETIHFAET LY T
=y MIIE - BN RERREE R L E X NS, V-
ATPase D A, BB L WNcH 7=y MIZFNEFNFEF ®
B, o, cH 7= F&7 I RN EOMEMEEZAE LT
B, ENIWBCEELY T2=y FVTH 5. V-
ATPase Tld ATP #5 6 « MKGIRICUIHO T I/ WRIRIED
KEDZATT2=y PCHFEAELTWT, By 7T 1=y
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F1 V-ATPase L U'FF 2§59 72= v M OE & %%

¥7a=vb" 5 Ak WOKTO  V/V/E/EAD o
M NITFIT (kDa) ** T —H IR tRiE - T ofl
A A 68 3 v, ATP IS8 - G (FBERAT)

F-ATPase ® B 7 1=y b+ & MM
ATP KG % - & GEREEEAL)
B B 58 3 Vi T 7 F BHEN O G R AT S
F-ATPase ® o %7 2= v b & HFM
Vi, V. B 512D T 7 F HEN O G E AT S

o 4 1 B RN T2 IFINVA =27 WK ?
D D 29 1 A V. O ]zl % F %
E E 26 2°? VO(Y;;%_T%))Y) RY T2 T VA =27 BHER
F(G) 13 1 Vi V, O lEEHh & HERL, ATPase &1 O R
5 G G(F, H) 13 27 VO(Y;;E;%})T) XY T2 TNR b= B
=
5 oy ”
a a(D) 96 1 v, 70 Fﬂ%‘;i//\;fé%ﬂk
s Tu b e, By TR
¢ c(K, L) 16 10-12 Ve F-ATPasel\O) j 4: 7“:}1%: v h& fféglﬁl‘ri
7u b UREE, By U SsE, BT
¢’ — 17 1°? \A DHREOIP>TN S
F-ATPase ® ¢ %7 2= v k &MY
" Ja b UfEs, By oo g
¢ o 23 17 F-ATPase ® ¢ 7 2= v & MR
d d(c) 40 1 v, V, O o]z il % 1 K
e — 10 1°? v, FEEEA
ATP ARG - AR GEMUEERAT)
o o 55 3 F V-ATPase ® B #7L= v b &AM
B B 5 3 F, ATP JiiAK 55 - {a‘ﬁl‘i (Fg R
V-ATPase ® A %7 2=y k & MM
Y Y 30 1 F, Fy O Al izl % R K
8 e 15 1 F Fy 0 [l 2 Ak
ATPase i ORE (N7 7 7)
€ — 7 1 F F1 O [al# il % i B
0OSCP 5 21 1 Fi RYT2FGNVA =27 DS
;;11 a a 25 1 F, 7[3"}1;:??//{;‘%%%52
B b b - 1) . XY T 2T VA b= EH
205779 T) ’ AR &)
7ua b VA, L ANAVA:
¢ ¢ 8 1015 Fs V-ATPase ® i 47? 7“;&%: v hE ffjﬁglﬁl‘ri
d — 19 1 F, NRY 725NV =2 ZREK
e — 11 1°? F, FEREASHH
f — 11 1°? F, FEREAS ]
g — 13 1°? F, FEREA
F6 (h) — 9 1 F, RYT2INVA =27 ZREEK
A6L — 6 1°? F, FEREANHH

T HEMBRRBEROSTRER L.
YTy FOIRCHKIIEWREICL o TRRLYEVH L. REN LD DOV TIRERAITIR L 7.
BNy ) 7RO, FAANI A,
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NoFYTH

V-ATPase
5 V-ATPase & F.F, D4k o Hg

gD (BH)

(Efez #H79% How

~200 A

E&E (V)

BEEFOY 71y b ZIKET, AEFOY 712y bEHBTRT.

FOT I EEFRIE D AL O — BRI L Tw BT, T
O OEBICUWED c T2y bOIERIEEIL 2RO
JEEEANY v 7 X203, BT V-ATPase & —# DN 7 5
) 7R V-ATPase 134 LEFER T, 2RO v 7 AHHEE
TEHOBERARIIE > TV EYY, S HIZHEMR V-
ATPase Tl cH72=vy MZIZTZ2oHWL=20DT7 4V
TA—25b (B PHEETLHY. BETIEI=2H5
TAV T+ —=bD—DTHRITAH & V-ATPase D HEAE L 72
{ BB enb, =20 cH T2y M) Y TOHIZ=ED
DTAVT A= RLELTVWELEEZLNTWEY, &
DX 512, V-ATPase & F.F, OB Tld—#oHY72=> k
W27 3 BEVOMFAERR S, ZooBER Mo
EhrOELLTELAKZEEEDODTVE. Thbot T2
=y MIMROBRBICHREN L EH 2 R L TnE7201
HEALOMBCRESNTELEEZLND,

LIAN, BUREZLIZZOMOH TL=y F D%
73 BESNICHEERR SR, ZoZ ki, =D
DEEPHLDOBRETE L DEREZWY BRI TLE 722
ExBEHRLTWS, flzidar72=y M, cH T2
Zy e HICTE N F X RN EREL TV EER
T2y bTHDLHY, TOH T2y FPTERZDH V-
ATPase & EF, O T7 I JVMEREOHFAMELIF 72 R
bhew, FRE®at721=y MI5 KDOREEHEANY v 7
ANBEREINTWDA, V-ATPase D a b7 1= hMIiZ
E8ADEEHAY v 7 AHH Y, NRwHMWIZIXFF IZ
BHONLEWKELWHEE R XA VHFAEL TR 57,
27, ELHLBEHMAY v 7 ANDOEEICRE SN T
WEFZVEENTO N OEBRICHEETHLI MO
TEY, 7O b UF v VAV OEIIMETUTWDS &%
ABNTWB,

s F-E I EE R BRSNS, FER TR Oy

BEWeV 72y MR D72y EEBEMHAE
YER L ClHET 2K LW b (M5). 4% 513—HE
B 72 V-ATPase Z X5 IEHIC LTV BT, #hET
ELBEPmLN TR olzd T2y b N7 F)
TTIECH T2y bEeBENL. R1BW) 2cH
T2y M) Y7 ALTWwEZEERWEZL
729 d¥ 7=y ME V., oY T=y PELTHES
7225, WBEHE N XA 3%, Z0kbar71r=y O
NAERWHAKREAL VEREELTWDLEEZZSRTW ., L
L, FESORKREICLY, dF T2y b T2
=y M) Y ITRVEGOu—5 =) 7 ERE LTS
CEDBWS NI ot T, EESOME LRI
Chaban & |3 V-ATPase @ & T B8 Hikr T AT O &5 3 A
L, d¥72=y MPEEETFH T L=y P THBL EREL
72 RSO N—=TIEESIIH T2y MEO T R
VY 2i2&->T, MEETFTHAHV,ODEF, LTV, D
cH 7=y MIEBMHAEIEHET, 20oMIZdY T
Sy M FLLSICHFLELTVE I EEHLNITL
727 dH T =y MM T A T 2=y MIFFR I
ALY, ZOF T2y MV, &V, ORI L
TWh72%, V-ATPase T DO EM A MOE S IZFF L1
NRTH50AIEEEY (M5). d¥ 7=y bAoA T
7=y MIhEVHPERONS, Bib$T5 X912, V-
ATPase D F 7 1=v b EF De 7=y MiE, 4
FERPEERPTORENIZEALEFUTH LD, TOK
RELREEL A B o TWwaA, V,OEMTHSL DY 7
2=y bb, FRONEMTHL y 7T 1=y b7 I B
WA OMFEEZFE 2w, EFXS 15 TFEHIITD YT
2=y MPMEEETTHAZ L 2 EEIEWHT L FETIE, DY
TaLZy FEEHTIZ FOEL LAy DR A ED
TCTHDLPEERBTHINTSY, BETIE, EVT
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=y MIFEZEFTHY, GH 7=y M EHEEGKRERK
LT, ViV, 225 RYT2INVAM—7E5 %MK
LTI EPRENTVEL?, B V-ATPase Tl
IHhilCcH 7=y e HYT2=Zy MABRY 72T
AF=27 %R LTWEEEZLNRTWE™, R
o THEMAE (YY) ODFFROXRY 725 VA F—2OD
IR IZ DWW TUE, ARG D IZIFEEDPW ST % -
720 FRCEABEY VI NI R TOFEF T, XY
TzINWVAM—=rDaTthoTwbbH 7=y FHN
KOBEEBER,S 1 AD a~) v 7 2L LTF H~
fECY, CRWGM TR ®OSCPH 7 2=v FERFEELTY
5., FLTC, aoNY v ZATCTE/IERdBIUF6Y
T2y b, RYTFGNVA =7 ZHfimTArLIICL
TbHbH 72y MIHEALTWS (X5). V-ATPase (24
LTH, HY 722y b CH T 2=y b OB
&, FLTRETIZEY 722y bOCEKIBRFAL VD
M ENHO N E o2, ZOMEIEEFR O &0
Ty MELBRL TV, EBWIZENZITICEE
57, RVT72IFNVAFM=ZIEFRFR CTR1IAKZTZD
2R LY, V-ATPase TIXHREAFLET 5 2 & 25 T-BEMERE
HURLF AT OFE R O 50 IR ST 5758,
V-ATPase & FF (33O En 8L L2 bh
505, ZZTRTERLI) IO E2 o721y
ME—F#oWT2=y FEFTHY, LD T2=v
PR ) REREVWERONE., ZLT, IhH0HT
2= v bAS, V-ATPase & F.F IZ R 5N % #EiE & Bk o
Keax 2B VEAERABLTWSIETTH S, §5IC V-ATPase
D)7 2FNVAM—ZIZER EEHENRLZY ZH
HOTHKERERN. V, &V, OFETOMMEZ EET 5
EVIHP LT AL 1IARTO I ARIEITOR) 7251
A b =0 PR D B ERIIMBDEL S SHROFT:
GO ERM 2R H 72w,

8. MEDEMHIEMBEIXEZELD

V-ATPase % FF, 13, AHMICKERE R 720MILE &
IS OBEDEEZHIMET 5720082 Tw
5., FLASNTOWEONIR & VX7 EIZEBI Fay
KU 7 EF OBHETH LY. FF OSIEERFIEI ba v
FUTWELZAN L7270 NV ERETTIN D 5729012 ATP &
BICKE LA T WA 2S, Bl ECTHENZLL R
BALATHIE L TL 5 & RIBASATP OIIKGIRITH AT L
W, AKRATP ZMEY) M RE LA ZMIZATP 2 K&
WCHBLTLE ). MR 7TE by 222D, 3
by FYTHEDO pHAME T35 & IF X F S5 ICHEE
LTF O ATP K2 HEL, FFICX 5 EE 7 ATP
HEZHZA. IFIZ1RKODaN) v 7 ANLTEZGT
B1ANBEDOY V2T, CRERESMHEAE LT
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WKL o TV DY, 2003 412 F-IF, A RO S i 5 23
HWESN, IFEONKFaNY v 7 A0 ADP & L7 B
Ty by T2y FOBRBICADAATHS S
EVHLPIZ R 572", fillfiiy A EEBEALTWSD
TR BRVOPBEIREY, ZHIZXsT—2D %7
=y POREZASHESIN Ty ki TE R AR D,
ATP NIKGFE A 2 VhMEIL T2 L E 2 515 (B 6A)
NZTFYTIZRIFCHST L5 U7 BIEHFEL W
P, FL 2R T A T2y FO—2ThB e d WL D
ZHEE LTS, DRILONTZ T TOer 722y b
A F O ATP KGR 2 BLET 2 2 L A ST 7z
AR o CEDERABFEAH O NIk o TE
o e T =y MEBH Y A v FHEED N K K 2 A
VE2ERDoN) 7 ANLHRDB CEKE N AL UL
BENTWEGFE 14,000 REDO/NS WY V37 BT,
NEKI RAAL U8y T2y PERKEL TS, C
KR AL Do)y 7 2@V TVLFITVT, ¢
HoRs & Cld 7272 FNAE 2228, y 7 2=v b
L OBERORE G TP 7MEE LTw/i, iy
ZZIRETIED 29 Le DEEMBRLICTEL C KB v
7 AH B A7 L= @ DELSEED I & F-E N % g1k 5%
HICEAZHBEMEEHT 22 L TR & yDBRBICAD
ALY, ATP DMK HEZHEL TS L) TH
5" (R6B). —J, FhUTLARYTELTATPHIK
SR N2 AL L T\ B Clostridium @ EF, @ e % 7 2.
= v M, ATP MK EGEERL SIS 5 C K B £
AVHRBLTVEY., EDOEERIZE B E, yolul
H2Se 28D, ATP IIKRGRICHIST 2 METIEE S 2
EAVRENZTD, FREHAWI EWE, —HONZFYTO
el ZFENHIIATP 2454 L, MM ATP # M3 %
U —DREEREI LTS I EDIRIBEN TN %Y,
ATP EEIZH HFIZATP M ERII o Tl hTw
5eDCEIMFAAL VDS, ATPIREIMKT T 5 &MU/
HEEIZ 7 0 HEBK 2 ATP KRG RZB C L) TH S (X6
B)""., ET#R7zX 91T, elZiT ATP AT Z &
AEbH DY, ZOREED HREV. KO FF 121
M O IGVERI AR RE AT 5. BRRARR Oy 72
=v M, Lo FEF O yH 7=y MId e wifi KRS
WHoT, ZORGBIZODY AT A VEEIHFET 5.
FEDEANATON TV B ENTIE, TRHD Y ATA
VIEFALVFF YUK o TRICENTEFR IR
o TATP Z#EKT 5. —F, KETIOEPY47-637
o b VERENDNE KT H25, ZOERGTRyDZODY A
TA VEREMOT AN T 4 FEGHPEL, FFIIARTEMRL
S ATP DK MK SR FG A3 5 (B 6C).
V-ATPase DI IR FIHEME b W Ol STV 573,
BOLFRICIEH SN TWAONV, #45E V, 3552 i
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SharkuU7r
F0F1
S

NoTV7T
F0F1

f3 530
F.F,

o]

sETEEY
6 V-ATPase & F.F DG4
(A) IR 7 U287 BI2k 53 bay FY 7 EE OWFEERE. B) e 7=y b OfEELIC
X B2 57T RF OWEEHE. (C) yH 7=y s OBLETIC & 5 EERK FF OF Pk
. (D) V, &V, O BE I X 5 EAGR V-ATPase OIEHERIHE. GEMIIAZ Z2M]R)

HEEEHLEVIANIZALTHS (M6D). ZOHLIL
19954E 2R & # )N A X X DV-ATPase TKane &
B L P Wieczorek D 7 )V — 72X o THVIZER SN
7210019 RO V-ATPase Tld, 7V I —ZA0KiHhH 5

REZTDHEVIETH V. 251E3h, ATPEREO 7o b
7%%ﬁﬁi¢é.ﬂﬁ;yﬂ:xixﬁ@@m@w
ATPase b SRAEBEMRIRAEIZ D 2 BN Vi E ATV, 2 5
AncTLE. ﬁ%btwi%%ﬁﬁﬁﬁniﬁka
WAL, MP%@@@7D%/Vﬁﬁﬁ%éné 2D F
D, FKFIRREIS U TSI hisg 24 0 k3 2 & itk
%ﬂﬂbfm%@f@é.mﬁ o THAFE EL WL
O DOFWHINLD V-ATPase TH FBOB R I HE S b
X /2, K TIEEEHMENEND, BEDS
Vi &V, O ERY 72 B 1 EAE R V-ATPase (23 5& 1Y 72
EERIEEE S Z 2 505, VoS L2 VI ATP
ARGV % 2> T THEEK R ATP DT 22 T
5, APV O T2y bDO—DTHhIAHY T

(Efez #H79% How

+ADP
PMF

= [

—HKNs I a1—2

[ 3(d
—_—
-

FALVRF

+ﬂﬁ%ﬁ»: -2

A
RAVE

&

=y MSRIBT B L, vV, HTH ATP KGR E % R
FTEIIC%DY. HEEETFHOY7T2=y FTh 575,
WHEL 72V, Tl CTHSH D, FH 7=y b EHE
522 CHEEZHETLIERBEINTVDEY (X6
D). X7 5 7H V-ATPase [CIZHY 7 2= MZH Y
T5LOMEL, VvV, HITYH ATPase Ik 2 Fro T 5

MEWZ L2, HY 722y MERIBEETDH V-ATPase
DN BB HECE—DY 722y P THH2, HY 7
2=y hARIE L 72 V-ATPase (& ATP Jl7K 5535 2 A
BV, VB HMTATP Z KRS HEL v X 512V,
HHMMTIRIFEAE SO P VRS2V, 2 ORHEBRRIC
DNTI L bho TR, vV, B E T BEMEE S
TIREEFTHSHa 7=y bDON KRB F X4
YHEEFTHS ATy PEHAEAEHLTYS L
WCRZ2", HY 72y FVORGAELEMKICa T T2
FAEEEZ OB ETTR M F X Y ANVEHELTWY
Z00b Ly (K6D). Vi V,OlE*FLET L >
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TFVREEIZOWTIE, FR L bhroTniwn., BRo
By, WAV a— R ZE o THBENLBHADOY 7 F
IGERBZELTL Vi & V, OF I EEL2 5 2 %
W EPRAMLNTWE™, V, DV, ~DOHEH A2 RAVE
EMHEND 7 V3 BHEAKRDPES L T\w5b". RAVED
IVE—-F Y FD—DISkplp E VI HEL Y T F VAR
ERMICEG LTWE Y YRR H B DS, V OFKES
B LTI Skplpid ¥ 7 F NV DZ i LICIZES LTw
BWEITHE™., —JT, BB REL T
V2% V-ATPase Tld, PIBK 2 L 72 7 F VIREDFAE
AHE SN TVBEY, 72, NI oML O THREIC
JRAEL T\ % V-ATPase DfF AL/ D cAMP 12 & - T
FHEINDLEVIWEDLHB™.

V, EV,OBREOHTREDIILALEDP>T RN
2, A EDBVIEV.OBERIHLT Ty FO—E
BTS20 5% LTwaI3TTHs EHELOT VT
R FEB TV, & ViOBERITHNEL WD FY 72
—y bed¥ 7=y MIFEHL, FOVIAKEEE XK
R ERAT I X s CIREL. dY T 2=y MiTan
Vo 7 ADARP LRI NDZEIHHRO T + -V N2 f
LCTw”, FEFO¥A, FONETTHbyLetr 7L
=y MIE#EFOcH 7=y MY VT ERELTWD.
—J, Voo d¥ 7=y MI, Vi HlIZH L TRE %2R
PV BHO L) 2EL L, DBIUFY 72
=y IS REV ONETEZMZITOLIICETIZ T
. COMBEIREHMEVLRSZIICHZ B, —
7, FH 7=y FIEERPTOMELE ZDHTFENDS
WMl L7-FRF De¥ 7=y b ERAEOKEEHEEZA
LTWwWbEEZONTELY, EBICRELLFY T2
= FONVAFHEEIZ e L1 B o T, FERRICA
LM EBELASFF 722y ME, eD X HIZATP
ORI 2 FLE S 28 X 1345728, W52 Lt
bho??, FH 7=y MR YPMEEL > T
DPNTFIVTOWMEDAL v F 5 87 ETHDH CheY
THo7z. CheY IV YEfL SN B EHERLLD FIiM 12
MAETE2EH1C40, WEEO LT %2 #ix S &
AU 47T = NI CheY DY VB LERAL & L7
FHIEAH Y, 70RA) Y EBRPS ORI dY T L
=y FEFEFITENWI EDTRBEINT VWS, 2O
Y UEEENS, LM LLDO) T Y FIEET A
Z&TdY 7=y FEDOMEEENEIL, Vi EV,D
Bigzxy & Ttz taEiohs.

¥ b U (I

F, @ gz Asul #4b S T BLsk, ATP BREhMH: o [nldiz X 7
ZALOHRITEHICHEATS. 7272, FRETHRZXHIC
FI CHZENTWAHRIILT LD ATP BB o [z
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B RBLHEODDEEF 2RV, b9 —DONERST
E—F—TH 5V, OHEHEMZ HITHX TV Z &,
ATP BREI D [R5 FE— % —DHERI R A A =X LD
FREZEDLDIZLETH DL ERLFTEZTVE, —T,
Ta b VBN EAMEEA S Z XA L TIRIZEALH
BAHEATHEVE WS TV, 70 b VEREEE— 5 —
ook SREPEEFEIrN TR L, Fa by
RO MR O T BULDRL I L TR W20 TH S, Fn
123 V-ATPase {2 L CTIX &R EMRH~O B H31TITD
&, TIBAEDNICV, B—F — OIS A S0
MRS R D THASH. 7u b VEREE RfEo LIS
WX, 7o b UERED A L2RET 1 5T BlIgE AT
AEVIEON=FLEZYT LARTNIEERS 2w, e
LBION—FLVEHZEZRHAWNHLTWSEEIATH
5.

ZFNIZL T, V-ATPase X FF, i3 %2EHEL TW5 D
725 9. P-type ATPase /Y7 7 1) 4+ 1 N7 ¥, Complex
IR MRl 2 < EBURICAF VR T L LTHWT
Wb, FEREO LI VT ANF -, FNE bR
Bty e\ BHD D o TS E s T < B
HRAEL2D7AS . ZOFEMGZMVICELL-0I2H
HEESTE— 7 —D X = X LRSI EFRES 5 DZEAHS
HbLEZTVD,

AE TR L7z T2 D ORI D% 3R HAR =P
ERATO ATP Y AT A 70Tz 7 MIBWTiITbhZzb o
T, WMEOHEMEID > TR T ERFH HEAHEZ,
WEA v RYTAUA Ly VARBERZIILD, £40
T4 D eTRE £ L7z, RO 2ITHEEHH L R
9.
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