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I8 AXATE

/. IREBAUDEIE

(2
HEHERIGRET OB S WAL S B ZBPAICED 2L, JAMBRTHES L

WA AR FEAL 2 (BN, Ag) 24U %, Zh e i3Alc, MILETKIGICHES AFEA A4 > (HY)
DERNSTOMHR & BB, BRERY) 28 %28, WINERAHENIC HY BEZ (ApH) 2/ED 1T, Ag &
ApH TEDL 2 Ht ZEr 31 (3 F—E) 1%, HY KOV TORMEBTOEREERT ¥ v vE
(Ajn-=A@—(RT/F)-ApH) TEEN %, ATP AR Apn ZIHEL T H 280> L, 7 %[
ESEATPERZ TS, 22T 1., EEME Agw OFECHEDRE, 2, Agn O LBt
%, 3. EBROHEL % EHT 5.

Measurement of membrane potential

Principles of formation of membrane potential in photosynthesis are reviewed. Photosynthetic electron transfer
reaction forms the electrochemical potential difference of electrons, protons and ions across the membranes.
Simple equations to understand the ion and electron movements in relation to membrane potential and membrane
surface potential are shown. Methods for the measurements of membrane potential by using the carotenoid

electrochemical bandshift and the ion distributions are interpreted with examples.

7.1 BRE

7.1.1 BEAIE Agw ORELATEDRE

(1) S ERAEEIIEA Ul R 00 ? [bFE
ZEHE DA |

ﬁ[l':/‘\ij“C KL VEBFOA A UDEL, EFOEE
¥, KzE@{ELzD, ¥/ NADPT OETLEZEI T
#,;naHFL%ﬁtLT iz (EEZE) Z21E0H
T. OB OB ZE 2 BERN Ae LIFR, K113
TEEERAL Y 7 /30 57 ) TR T ONERE
B 2 IR 3. bR T & DRIGHLEE
HHTE, BN S M2 - TERAZZEL,
NI u b b/f BEERANTHETRIMNC AL - TH)
. 2RELTH 2 LETFOMNIMZ TI/MN A,
WHEIDIE, MUl EOEMNE A #EL S, T %
electrogenic (BNZEFLER) RETOEIE LR, —F
BERNTD, 7FANF/ VBEE (PQ) &, KFAA4
(H") Z#E& LETE O (PQH,) OF) & \XEFAEH %
ELBVDT, Ap ZEZ RV, WEFERTTO PQ DY
BILKIG, ¥ b7 ak b 6/f BEENTOBILETKIG,
HAbFR 1 T NADP+ OETTKIG TIRHEEAHEI~ D HY
B, BESMElTo H &I & v, BbRTKIGEEE L

1) A ERY k%hﬁ%ﬁ TR R
XN Y e

2009 € R &2 vole7

TEMPIECH 2 BEANEICA»> T, THRLVF—ITH
5T (HEBplEE & FE3Y), H* 25N 5.
ES5LTCIDEIRAMTETLEE T L2025
M2 FREY N7 BOAEEEDS B LRI,
P. Mitchell (1966Y, 1968?) i%, [£EAEEOEREIZ—
FET & WTHCT) S A, ARSI B R R I % ]
D—HEOHCET 2T 2L Ap ZRASE, S5
H* 283, AU ECIEAT ATP 6EERIX, h
R X KR A v EE»L ATP 28T 5] &
W [MEEEEES (chemiosmotic theory) | Z#EZE L
7o, ZORBHICRRB LAY, X 7E—o—
DEBHL, 0 FLVNNWTHNSE Z EREEE L T,
BEOEEARZREL, BWRF TR VYO R WIRET
ORI D DD b o7z, 2D LS R T (B
C7:RBROBEREEZ Db DIWCERIE L] L) 20
R, KWEAEESL EOBIC, Kgdrdsl
72. FEH bHEETO postdoc Bz [Mitchell 1355
HFoTwad] EWIRHEREZEIS SV, YURY Y
LR T L EHET TOROHESM 10 F£LLEDD
X, INDHERPCHIR L & DI v F — IR, B
&, A4 R AEEY R, MKO®E L e
WT, REHIRFEREE DO Lz, ZOWMmFE, 0
B DEFENTE, FHOCERRIGH UL S > 7 B O
BT LD, BEEDOT SN, [EEERBEEN X4
HEOEBMSO—D L L TRT ARSI,
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(2) BEEALOFAE L JIE DR

(BEREEFUE, AR = A F —ZHRON
SEWARRTO HY OB S B 3L ¥ — 2 faE T 2 £k
ThodEREL, EEshl, BRTOA 4 V13, BE
DIRWFTAANDIES) REZEIKT) &, ZOEMIC
B BRWRST (BAZEEA A VERICKET 227 —0
VAR 220 TE#L. o7T, 5144 Y HOE
VEHBHAIZAVF — (BRILERT >y, o) %, %
DR (a;, IZITEEBICELWL) L% (z) &% 0%
DB (@) TRTIIENTES,

u=u?tRTlog a,+z;Fo (1)

w® 1F—E DIZHEIRFE (9 =0, a,=1) TD g Dff, R IX
HAEE, FIE7 777 =&, T ZHEERE, log ik
HANETH D, 44 V1% g D (AT —2) D
LA DEVNIVHTABEIRLI LT 2%
7, ZOEET A, SOOI LIND, L2, B
fEF 7 a4 PO (o) LW () IToO pH 228
ApH o), BAIED Ag o DS, HT b 5 BRIL
ERT VYV v IVEZ

A pu+= fugy — HH* o)

(2)
—2.3 RTApH(_ oy T FA@i_o

TRING, H* OFIE T Apn- IH Tz = 3V =035
5id, ®5VH ZEIH» T Agn 53D T3 )V F —
PET L ZORADS, FAEO H BEHWTY, Hohb

IANF—IZ ApH, A WIKFELTEDL L Z EBb»
%, =% 300K TiZ 2.3 RT/F=60mV DT, 1 ApH
IR 60 mV D Ap YT 2, Ap OFEILITAREA &+ >~
DS DEA A > OB &1 b FRFICHET 3, A F >
X DV a2 5L,

PAN
Al

A ux = pxay ™ Hxo)

(3)
=2.3RT ‘IOg(C(j)/C(o))+ZiFA¢(i—0)

Cl3A 4 VBE, BEXEKHTLLRAONE X1, Ap I
WoTA A VIFEIL AL DA E Ajux oL
EAp ZEHTE S, &5 —DOKELFIL, BEEEMED
A A i IRV (BEEEMEICKET 2).
T, F v 2N UNRTERBRDA F /KT E
THREA 4 >~ OESERERZEZ 5 &, BTFREICMA A4
VOEETEE D A WIECTZEDA A VDSE X, Zh
MWEIAp ®° Ay 2EZ 5. HAEEIZ A gne ORI 72
R (BT EEA 4 v OERYS) &, (4@l
OBEEEDE N, A A4 O BEBERE S £ HEFEIL T
ATP B A A ik 217w, MBS R EY
OREIZ S FLHBEILTWE, Apx XS A A > DB
% 2R, WS S ik & REEE & v D .

WE R 2 E OB S 3o A VX —DELE L b
%95, ZOBREFMAL T AVF—HE (72 & 213,
BREERGE ATP ARKIGH TO = 2V F—D5E
) Tbihs, ETEERIBT2ZESTTHAL, Ap
2O, RN TO H B2 P25, Ajn %

nH+

ADP ATP
b (A=A T boOA belf PR (= A ATPAﬁzﬁiﬁ
RIGHLEEE "E® RIEHLEESE
o e 2NADPH2 12 NADP .

v
H

A J PY
1/2 H2O 1/402 .

Ht E 8

E SN TS S EEEEEEE e ®

i WZW/’/? //f
UA AL ;
Jl H mﬂmu M

. A¢
¢ pH low

F1:#ERET 734 NELOBTEERE ATP ARBEROBEI X IC X 2 A, Agp, ApH DA & fFRH. ﬁﬁ%%lbnﬁf¢

DEERNE Y N7 0L byf BERPTOEARE OFBTOEE (HEH) BSNEIBIEDOR S I Ap 2TBKT 2.
2O LTES Iz Apw 7Y ATP AR C HY 2ESMUI~NEIA» L, ATP &5

v HY I EESMAICRE s, NEITHREE S h 5.

BFRERGIC

ZEET S, H* OBHEIET LEVIERDOT, S CEL & Ap 3B L (ATP &RREENE OM E R, FEFHZ ApH %

WYI 5.
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FIFH L7z ATP kR Ic X 2 ATP & TR TOR
MWEHRINS LIS,

nA pn-=AGS+2.3 RT1og(ATP)/(ADP)(Pi) (4)

n X 1ATP R HE 7 H OEE, AGS 1 ATP &1
IZFE 9 #E Gibbs HH T % )V F—Z 1L T#H 32 kJ/mol
Th? (pH IKET 2). HLOMEIZETE D pH ©EER
FHETT200-600mV ICHHE T 5, 72 & 213 Ap=0,
ApH=2—-37%5 1/F-Aun- 13180 mV £ 720 n=2» 3
T @) AVEALT 5, HEEBRSEHTTIE 2 H TATP
BERIND.

WFEREEFIIBFEER LERMELI YT
DATPEHRD = ANV F LGB R L2 T Tk
<, HfEEEZIBDORER R EEPERTDA A ¥ 0T Ol
EHRZ OV T ORREEHED T2, FTE, FFHEED
fRBAC 1 > FEEHRIC L D, ATP GRS O R AMAES
i (F, EAL) DEERIC & H7eH ATP N RENT W
%, 12572 24 ® Glynn Research Laboratory (&> F
YREBWZESTHEDMRENH %) O/INS H5E=E T P.
Mitchell WEIRL, ko781 LW 2 o3 arllfig o5&
KEED—D L5 Tz,

(3) BTGERICLS Ap & A DK
TR F 7 a4 FETIZ, 1R T &S5 CEONHE

o IMINCETFOE &, BN EOENZE (BEEAL

Ap) BEL S, REIED Ap 125> TED A B

O 5N H BEIIN 5, BEEEU2E A4 0

BEN Ap 2% 2 5. —77, BRI TO H OB RE

REIZ AP BEZT, ApH DAHIHET 5. ApH & Ag

WIRU T Apw BED 5, B#EHFATOETFL H 0%

BIFE CHEBEENTOR DA 4 > OB E TH BiES NS

DT Agp, ApH 2ZE 275\, TR T & M- kIR T

1%, BRI ETRA A 08E (B BNEWVRED

Ag 3ZEEL 2,

7.1.2 Afw OFFHEERILR

(1) BEZ 72 A e DR IEFE
Agn X ATP &E® (1) A A VEAEE2EZ S

RFEOWINTET 2 (K2)., ThZhOBfEE T

AT 5.

1) ATPERK A R ApH X, BEEZEBL TA 4 > %
H* BEFI3ZEb 2. ATHE S 2 EFEERIG &
WA &2 ATP &R C H 288117 1E, = 32V F—2315
5N, ZD5 Auw FZEA T2 (1),

2) FKEWEWH B2 I, LKLY LTH'
DA A HHBCETZ L5135 &, ATP %

2009 € R &2 vole7

BRLELTH Ap BEAT 5. 7ok z1E, REEHE
DU X100 ZEHEEZRKEL DI B VLD
TIRIEEE (0.01%) M2 3720 Th, EOA A > BER
PEIXEE D, Ap & ApH 134T 2. ATP &b
EIND,

3) AKX/ KRT AL Y OREE R R ERINAICEZ S
B2 T oIeonTw3 (2), 2hsofflasb
T, ATP &R E A OBEMRBHER S NIz,

MEEZRTTEME L L TRARS NN /2 Y
ViZ K LEEEEOmwaB g E o< 5, K —
N =AYy rOEmWEEEEIC LY KY O & 2ME
HEah, (KT EEENIKE L BTN Ap DAMBIHEK
T5.5C, N /=AY YEINOATIE ATP &5
FBHF S v, W ENINEER I KYiREZE %
EoTBE, NV /A YU RINZ5 EEREZIEL
72 A (IEECFEAL - 3 3 T Aux =0 12HY) H—BFHIC
FEEEns, K BEc X VIBEENEHT LD
22D Ap 1ZTHZ 5.

77 vy EEcREHT, HY, Nat, Kf, Rb*
BREDBEREEBAL, Ap ZHESE S, ZOHEI
X ApH bHET 2D TATP &FHES NS,

FAYL )Y VIFIH EOREEME KY L OFEER
WIICERM 2 LICEZZERT 20T HY & KY O
PREOL, ORI A DEE D20 S0,
HHOTKFEETTAp BHE ST W APH 2 %
F. ATP ARIFHE L 2o,

BEI T b H % CCCP (carbonylcyanide m-
chloromethoxyphenylhydrazone) & H* f& & # (fr
M), JEREEE (B4 Y) LHICEVWESEESL DB
H* Z#REE2ED 5. A4 YHOB X3 Ap ® HY
WEBOB & 13X ApH 2H L, Auw ZHEIE 3,
fit> T ATP &Ei % < FHEFT 2.

4) BHESEMEO 7 I M L TIRESE S <, HY
G UMBEHEICAE 2 LEEPERTERVWE I BT S
V(T VEZTRTAFAT V) I, ApH BER
SHEREID HY RENE L %5 L ENEREKHICE
L, R L TCAPH P 2HT. KEEDT S i
ATP A% £ Wwh, EEENZ % & ApH OFSL
DR EWIERK e & Tld ATP &% 2272 D 1IH &
%, %7z, ApH ZH F DB L L WERE (B uM 2
) THA R EIETE 5 EEHLBE 7 3  ORA
NTOSE» S, ApH ZHIETE S (9-7 /77
VYU, FNEEHILI X F LT I v &R,
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(=) musvavy  TI3vYy FIVE
CCCP FAT Iy + RNH3*
o 1
H* K* K*H* Nat HY RNH:+H"
I
« || 1
CHC VK'V NK NH
- I_, (N
H* K* K" H* K* . RNHz +H"
Na* T
@ RNH3*

AR (pH-low,A0)
M2: A4 /K7 L7 3 Bk BBEERNE L, ApH, Ap D
ZALDOEEAK

(2) Pridhfs & BT

1) Bidet% - B mERIGE A  ApH 21ED H T,
TiX Ap ®° ApH BEDb % £, BTEEEEIIE S &
5125 5;?

Ap IIGU T, ARG ORALERTEAMIZEEIIC
26T %, 7ok 2, BALEICHE T, SN
WCNZ 7z A T £ — 8 — OBALRITTRE % B H O Bk
LIk DEMELTE=Y—L, ZhEFHzENE
FARER S OB LETORER A2 5, Lo LBk &
D EN Ap CHBFENMOFKFICEF ZES 1201
&, —Ap DFGH IR ICHBEILE R DT, Hr
JOBGETTEMOMED A XT TN, ZhiE, B
WENCZIED Ag D3> T, BBz b OE
FEVEFHETES (FET T, X3 TAge=0
ThHr05, Ap 73720 loge ) BWEDLZIXTTHS)
ELTEMMCVEETE S, HOESTITONWTDE
FORE (=BGETTRE) WAL S RIGHEE b2
bbb 5T, Ap KIELU T, BT mERE IZE(LT 5.
7N pH OZALd H* JEE % 28 2 T RIGHE %
T2, BEEABHTTTE 2 A WERIETEA

HEIN2EHZANVF 2LV EZIE, 22 TE
TEEEELES LY, BRI AL OB L
BFEESEE b, ZZTATP G2 e L
T Apw ZRAECNIIETEEREIFURR 2.

FRRIZ, 44 /K7 PREGEEAIRNZ £ T Agn %
T2 EBTFEEIIELS 2D, ATPEERb £ 5.
% i & X5,

2) BEREEBEN | RIS > 7 B ¥ OREEBR I
L0, BT 10-50 mV BICHE L T»
5. Tbb, R3EFEUCBERPLZNEDEHN DR
FKHIZHETEDZ L Age =¥ TH, XHTORF
(72 [EE B OBEIXES DT, B, 14 VEE,

HBEIZRLY, RICHEECEEYE52 5. ZOME
BRI & 2 4MEHE & R T & OBAIE R [JRKEE
11 Ay & XX BEEBHOFEIMO A 4 > Bhbh
RS N2 DT, WROBERED —1/2 FTHKFL
TERT 5. BEEETIIAREL (F7a4 RETIE
10 mM NaClfFE F T Ay =—60mV 2¥), =iER
ETIEE /NS o3, BEREEBENIZBEEN & FE R
ZBRCCO B D) A fne IZHEE S, IV F—
HFcEBEEERYG 2 20w, LaL, ERETOE

EEEEICIIRE CEET 29, FlziE, RO »o,

Aji s = 0 =2.3RT +10g(C e/ C oty

(5)
+ 2. F Ay e sty

e, 37 V¥ 74 NEpH 7 DRIGIEIC
ImMZ % &, 10mM NaClfEE T T Ay =—60

Coam / Cispagsy = 10TAFAV2IRT) —1()-3

Ly, REEE XM ZEED 1/1000, T4hbb
1M S N5, NaCliE # 100 mM 12 |1 5
7, 1mM @ MgCl, WM & D &R CTEICHEL -
JEREOEEERMOBEZERHL TPE L, Ay=—
20mV IZ 2%, 35& Cam 11055055, HA,
BEETHTORKIGERE bEtEsh s, —F, B E2E
RWREEEORMEEIZD &7, IEERE2FFD X

R1IEEATTO, FEMEZ v~ bRT7E/NITO Agu BIER], Age 1d mV BATHRR, FHIIAE

HIE 5k
Ev e ApH Ap (mV) Ajns (mV) | SCEK
Rb. sphaeroides —3~-3.3 200-240 mV 350-440mV | 7
rsua~x hbR7 O-72 /77 VY rENE) | (haT /A4 FRIEY 7 M)
Rs. rubrum —1.8 89 mV 200 mV 8
rsux hR7 (CHU=-RXFNVT I V54H) (C**—SCN- 434f)
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FNEF T —7 ix ¥ ORREEE IZIMET LD 5L
o TWwa, fitoT, R RCH 20 FORNPITD
B LRICELL®, S r oAtz A 4 Y HEDHTFED
R E IR EAMICA S SRS, BIEET
BAOREPLKIGEERZRET 2 L &L, HRESR
pH OB EFENPD THEL T EBNLETH S,
7.1.3 BEMOFER: HOT/ARITNELAYD
WAl
KESPHA 2 7 0 v b 2EEYMIK L & TN
WA C BB 2 wiL, REA 2 EEENZE L L THET
&5, LaL, 7734 FE/MISC, KA O P
(7a<w b R7E) R BB 70 T Thy, BEr
WRBICBNETES, ZOLDERIFIEEL w3
AaT A REFERHNEH» S VLB AR ©
DPINZALR N £ 23 HRNCHIE T 5. Ap IIHE
TRIERHON TS, 7734 RERNY VN7 Bk
Glizhur /4 NMEZEOWRIUFEDO Y 7 b 2FIH L 7-H
FHEEZHICLOT., ¥ o7 BOBRNEEMEICHES
LichnaT /A4 RidsEoE - CEREEERTD & 8
BARY MVERTIZT TR, EXORM7 3/ Bh%
EDME 2 RTINS TRE O 2 FeI2 i U CRINER
EZTw23, S IBEEMEILCFES /NS R EBLEL
Ap BIHITMb % &, 1FIT Ap [P L 72 RINZ L=
BT, FAREBHREAEMEED 7 > 7 Ry X
JELH, CHEE LA uT /4 FThHIoN TS, &
lwwidank, 414 o mAlEEIC L 5 A BIERER %
INCEN

(1) EEE a7 /4 FORNEZRL (haT /4 Py
7 R) IZX B Ap HIED

B RIGHE C3mM U VA ) v AREE pH 8.0,
50 mM KCl, 5 mM MgCl, 2 &7 v >y w7 5 2 113k

T I

AAAA +0.2mM ADP 0.005
PN NTN dAss
. 0 02s
¥ §\§~,_\/1 BI% N 2 l\k PNNNNG
+60mV P T TTTmeeee A A
Af -.4292?'1______

X 3:518nm TOH T /A FIRINZE{LZ2F L 7z KEAL
DRE, FIFDETREE D 10 gs DRIEEBER 8 Fe TI2BEDE
t. THXEANBFDERNOER 2T, £6REZFhETR
ATP OEEMIHI S N TV B L EES N TV A ER T,
1 BIYETH 60 mV DIEOWNHEINIED Ag B S5,

2009 € R &2 vole7

7 (30 ug chl/ml) ZERET 5, FEar LY v
RV, 1-24< 50 TTFR S ERE % (KR T At
LY, HIEYT 5, B e & iz, BROA 4 > Bk
N5 OTHRE 2T LE T, FEOLRR 10 s O Xe XE
% (Sugawara MF-1500-U3) i & OPIES 25w T 518
nm TO a7 /A FBREEMEZREL 2, Bkl
x1x5cm D 4TEBEHS 7 A LNVIZ 2ml w7z, B9%S
NEBEIIHELDL S THHETE S L 51, LR
BT WY £ 7L 2e 2. BHERDEIXAY &
A7 4NVY— (650 nm A LOHNE@BTH Y AT T 40
& —% 2K EHELCEENCH T, iEEEE 2 TRINE
{EEIZIZRML T2 2 L2 PO THE L. AR
H#R I, POEDRH %25 <729, 518 nm ICEHE —
IHEHDTH 7 4 NVY —pFEEBYTZ A7 4 V¥ —(Corn-
ing 4-96) 2\ i, B85/ /A XLEE®L L1012, 5
g Lz,

fiigad PRSI X D, BFOIMFERT, HRIGH
DTN & 4MENC 2 23530, Ap BHEL 2. 2D Ag fH
1, WY T —IcBRE S 2 1 EBEOEBE
ZALEFRRICH 2 5 2 LR, BREE OLInET
RIGHLE) LBRAE (KORES EEOFBEFRICK
17) BborEBERFHETE 5, 1, DIRIGHD
DOELTOREAEE LEOEBESRERE U 1uF) 5,
60 mV DOIENMEIED Agp #5 1 BIIRSEEF /B C1E
ShB LEHETE 29, M1ikxt/ VIREE OS2
UKL 8FE 2L SOWLEE{LEZ LY. 1%
H72D 60mV 55 L, EELVIVTEID 3HED 200
mV BED Ap ET 5, ADP 212 T ATP &2
HET 2 el Ap OWE CEEIH 15 2 V) 23R
oz, A WATP AR THEESND Z Db 5,
F7 34 FETIE Ap HRHEE 1T A HE < EH N
FHEHTTD Ap 3D E DV REL LSBT W—T, KO
Kt £ T ApH=3 AL (ZFRT180-240 mV @ Axn:
W% T 2) BRSNS, KBEHTOEERETD
Ajzns 1% 300-400 mV EHEE SN D, Ap DRIEICIZZ D
flz, BAEZEEOE (Aoy7=riE) OWIRZEL
b L fbh s,

(2) ALELERMEOHBE Y v~ bR 7 TO, Ag,
A jiwe DHEB
haT /A NRINELE R RN E B T O FEH
Blamrd (R, ML D2 E58MEDO 7 o<
bR 7 BEUNER T ApH /& L, Ap DIED 8 A
ANDHENBKE W,
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4 F UEEEOEV 7 o< bR T BETIE, SHEERN
O K+ IRE %22 2 NANESRAERIIC H &5 U K IRE 2
OLD, NY) =AY URERINT % & —RICIERGE
P &L B A ZEOTELEICHRTE 2, 2 ORFOIIL
R EHBET 22 ThaT /4 FIRINZELE L Ag
HOBRERERT, HRERED Ap 2EET 2D, LL,
AaT A4 RY7 P ERIBVLHEE SRR D % w»

(B 21 Chromatium vinosum, Thermochrvomatium te-

pidum 72 E), BEBEMED A A > (Jz & 2 1EE 1 FoCH-
SCN7) OENHNTOSE» S Ap 2EET S I & 11T
bilTns,

F1 EBROERTIIAPHIZ9-7 S /7270 Y Y DiH
HEE DY & LTHIEL TW3?, 207 8 v aFid
JEU/NNERIC A S & H 254 LIEICHE L T, BEEE
TETHENCT: £ 5. WE O ERERRE TIXHOEME D
x5, ZO0&bE»S ApH I T 212, AL LS
BEMBTTHWH pH 2 NABNICEZ TE-I2IRETO
ApH 1233 2 5% & iR 7 2 »BE/NaNE EE % A2
Lo TEET 57, K1 TERIEIBEEDT 2 v HF0D
e SFHE L7 ApH 2R3, T 2 BEEEMEA 4
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VIBENEWE ApH R Ap ZTDH DD DT, HE
REZTHET 2R EDEENLETDH 5.
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