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Proposed mechanism of muscle contraction

Nakasuji-Yamate 3-6-24, Takarazuka, 665-0875, Japan
Mitsui Toshio

The model for muscle contraction proposed by the present author (Adv. Biophys. 36 (1999) 107-158) is
surveyed, putting emphasis to elucidate its basic ideas.

A thermodynamical relation which any models for muscle contraction should accord with is presented. The
power stroke model of Huxley and Holmes has a difficulty to satisfy this requirement and the new model is
proposed from a completely different view point. The following matters are discussed and explained. (1) The model-
free thermodynamical relation. (2) The intensities of X-ray equatorial Bragg reflections by contracting muscle are
independent of the shortening velocity. (3) A single myosin head moves by the step of about 5nm in vitro
experiment. (4) Deformation of the myosin head suggested by X-ray structure analysis should occur during the
force production. (5) The tension dependence of muscle stiffness. (6) The force-velocity relation (the double-
hyperbolic force-velocity relation reported by Edman). (7) The energy liberation rate including Fenn effect. (8) The
isometric tension transient. (9) The isotonic velocity transient. (10) Relation between the force production and

chemical reaction. (11) The merit that a myosin molecule has two heads.
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ORI FIIRAFE—F =220 TOmX [1] ’HY, st AL EL L) ICLDBEDLDPH ), ED
ERTOHADERDTF AL [2] LZ0HRE [3] 2B L TELETWALEL I LT 5,

Bk RE O Hias O e im DO BEVEIZFR AR B © Hodgkin-Huxley DHEGHTH A 9o Do T OHGR © AEH1E
APOBEECTEIIRF LI 0B 54 (4], MEEEICRTLI1ZL A LETOERT— 5 ZH 1912
HUTLRES BB L, EOWHT 4 b - 777 MY - OBEAHET ), BOHERTOEET <& L
T, WO EDSE Y EiFoh, £ 040 THEMAORESTEL, EBLLLMRL, Thd
B THHOHEZORLLFHAL, L Lo Huxley @ power stroke & 7 )V 7% & i3 Hodgkin-Huxley O ¥
DEIGHRERIIEBELNE o7, WHFEEL L TOKEDLIL, power stroke €7 IWVIE, (B7THEET V%K
WTIE) EMRLERP O EBRE OV HREICad hoc 12757 A — % ZE A L T curve fitting #§ 5 £\ o
HAENEL, H—MEERE VIR ERIT D272,

%n@mm@%?w@%t%Ltwawa@%kﬁ%%ff,%ﬂi@ﬁﬁt@ofiﬁf—ywﬁﬁi
R SR AZ Z 2 THh72E T 5, Huxley EFNVICRERW L FELH LI ERHLPIIRD, &5
BEPOHREMO TERT— 2R —MWICEBTI2ETVEDL LI LIIBOL, TOHKRIITEDT
Adv. Biophys. 12587 [5], [2,3] 12 [5] OfFHTH Y, 2O%TI-EMALEIZR L TIOREMEEHENT
Wb, B (5] OREBEE LT ERLE LTIE [6,7] 5B 57D, [6] Ok THMEEL LICERT—513%
DHHEsN, $7- [7] TEEORH? STV EEZRLLTWAVOT, DTTIRFEIC [6] ICHERL 278
SCERT D, BEHELEETTIHATAXEICOWTY [6] oFIAXEEL BRIV, 4B, [5] OFIED
—&Rix (8] ICXDFELCHALTH %,

RO2EHTEFNNHBEL 2L T RSB WERT— 5 2 BT 5, 3HTEIRADETVORMEENT 5,
4 fi T3 Huxley EFNVOERH L FEEZHHAL, SHTEBFLVWETLVEED L) LEZX THET L0 HHT
b, 6HEICIIFIERRAERT— 5 LT 5, THTIIHRHERIIOVWCGERT 5. 8HITRERZENT 5,
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(A1) 34T o FAREREZ LTw5 2 & DFR

3. ILLWEFILOHH
FrLWET VL LEROERBER I K- 2#HHE S
RHELDTHDB, TORMEENTHERD L H I
By
(a) WHFETETVEDL HHE, FTERT— 5D
5 E T IVARAE L %\ (model free %) #4ERRAHR
RIFETONEBEBTH L, COHEBIZH->TELDL L,
HHB % 7= S HRIED (4-1-3) KAESN B, [
MORIIREDOBH T — s o506 N 5, ZORR
KICFFELEVETFTVEET,
(b) YEH DA D5 O X KRR E G AN M B 12K
FLEZWIE2REIERL, 7/F 747Xk
RS L CRDFEAEICE G945 I 4 ¥ Y EEOHILHE
VKA B L CET 5
(c) BEID X5 ICHAOBEEA T VI AT T, i
WX I ATV T4 FGA I NETIF T4 T A2 b
wHHEVTES, M1 dHAzEIcTraxy
DIBETHRT, IFT T 14T A2 MIfHFINE N
fErE (Z882) 13 34 ¥ VEHER AR T, AT KRR
RAILT, M1 (a) &) ICHEEEE L TERMH
G ZRNERESELERIMEOMEEL, K1 (b)

BIFAERDEIZEA D,

CREEFELEW
) AV VHBOBEIIS nm K LVWDRT v T TITbIA

X ARG ERAT 2 6 TSN HRDFEER D I F ¥ ¥V HBOLT
AR ZREL TWDH L XOFES (stiffness) DIRIIKAF
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DEN—FEMEDD &L THOFMELE L2 L L5, BADETVTIE, 1L 2ODGEDROWR
BE( BRI LIZR S,

ERNFEOHBEEI T AT AV MEV O E06 34 Y U FHICHEER» =S RY, IV 2050
RN F LIRS ED I Do O, HIEH I A T 2 DEERTIZATP 1 5F DKL AL F—
H7:0) OEMOBEIEEIT 5 nm BE (EREMGICL > TRZFPOEE) Lol )RV ELNL, BRI
HOFHATIEI AL S TFRICHECH NN LHEERD S 5, ORI+ Y VHEENIZATP 1 5+ DIk #
IAVF—CEES (5 21£300nm LL 1) % &ETT %,

78, Huxley EFATIEZ7 07 v FREICEWVICHTICE C EREL TV 225, THRFERIEICS
WTOBBHERICERLTBY, 2] O 1EICHBELALIIE, TOREDEEFHEHMWEITR BV,

4. Huxley E7IILOERREH

4.1 Model free ZEAFHIEFRR

Wi TR 2T T VO @) EETUBEOERLOTHEL (HBET S, ATPIS FONKDIHED T )L
F—R earp T IEIT Dk ZRLY TV, TEHFBEEL LT, 0 T TD earp lZF2RT ThH 5,
Huxley 13 34 Y VBRI 7 7 F Y EEE LRETE T N2 RET D LIRE L 2o O I Huxley 1269 Z
YT Do FHE A carp X THETAMICEAETATEHONZp &L, NEEOEIZIA I VT4 T AV IET
bFUT4TX Y ML TREIL-EBEZ D LET L, pD 2SI Y VHEHE Y earr AW T T 2R E %
bo —H, AN T S BARRRE, HEAAEY)o4FR, PEED, VEHRAOIHREELE L TPV
THZON, BBERLH LT 2L, BURBOHAPSEMERICHETAIAVF—ZPV+HER D,
Yo Tearr®d) BLPV/(PV+H) BSHEEHELNIZZ &b, BNFEOHEFERNCX > TIHUIpDIZFEL
WV, $bb

pD = e arpPV/(PV + H) (4-1-1)

£l b,

1ICEF VI AT EER L HRSRET HENEEORMMRMECEALZETORT LI ATHTS
F VRO RAET L2 HOME D, BAMERICHNL LT VI X TORO I+ ¥ YHE OB T N (hs:
half sarcomere), D) LiEGREICHLLODEGEr L8 T &, BRI PIEwNsp THZHN S, Lo Th
RO & I2EDbES,

p = P/(rNns) (4-1-2)
(4-1-1) & @-1-2) XhH

D/r = e ateNnsV/(PV + H) d-1-3)
%155, EMETOERTOEMEEL Ve LRLT &, (4-1-3) 25

D/r = earpNnsVmax/H, P =0 (4-1-4)
Lo FBICH T NVOEEORIE 5] #ANnb L,

D/ =900nm, P=0 (#=xJ)V, 0C) (4-1-5)

b, TN IFTVVEELT 7F V74 TAY MIEAELTWERLIPNEREL RV EW ) RELITIC
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Lo TEPNDBHERT, TOREIEICKRTOETLVEHET LEM4TH 5,

P=0TDlr?» (4-15) DXITKERMEIIAR LI LT, MOEBRERERDS bR IN D, 19854121
Yanagida et al. [10] 137 = DAL S Z 2 B3 % Fv, SROERGEE & ATP Dk 5 ®E 2 e L7z,
F7219904F 1213 Harada et al. [11] 2SS FOFHUERD I F LY T4 FAXA L D “EE" O LETOT 7 F >~
T4 T A DOETHRE L ATP KRG EE L HIE L7, Bl D 2HTHMLALL I, TAEDF— 25
LDl #RDEXHITKDBHZ ENTE B,

Djr =10600nm (# =, 5T) (4-1-6a)
D/r =9800nm (# =, 15C) (4-1-6b)
D/r =1280nm (74, 22T) (4~1-7a)
D/r =350nm (74 ¥, 300C) (4-1-7b)

DG EDEFEREIIREIVDE, ZEABRVWIHER 747 A Y VEHOBBARE, v DN EL otz
Tzt Ebhb,
(4-1-2) \C&HUE, PLp B LEr 2 RDDLIENTEL, ERIGHETIRIDZ L ATEETH 5, Ishijima
etal. (1994) ZHERIGETD p 2#495.7pN L RO T b, FRIETO P % PyCET &, Po=4.1X10°N/m?
DT [5], ThbHe (4-1-2) RKiICARB L
r =0.41, P=Py (4-1-8)
1550 PCOr DR DBREIILRDZEDETUNME L L TEE L2 VATDO—D2TH S,

4.2 Huxley ETIOEFNLEFE

RS PN DB E Iy BIED XD BABEIZ R B2V TRV A WA DHER D S 5, Huxley 1RO/ A
O stiffness iR P OREF L L TR, HEARIUHER O stiffness (TFRIED B A DO /3. 55L& %5 2 & &R
L, ShET77FVITHEBELTWE I Y VOB A O LR L7 ZRIX 5 L BAMIUED 7 1%
ERPHEDr DHL/3.AEE 2B, & o T (4-1-8) » 5 EAMIME D 7120.41/3.5=0.12. % 5, Th %
(4-1-5) ICAN B & D =900%0.12=108nm & % %, L7 L—7 T, Huxley BI-E 7\ Tid power stroke DK
S1E5 ~15nm ERESN DD THEAMIFEOD b ZORETH A9, 2F ) Huxley DEF I TIiL, stiffness
& r DERICOWTORED S EAFIED D 12108nm AL 20, —HFTIDDIE5 ~15mm ERES N5,
COREVEVIIERRETRIEHIPTE 2V, 213 Huxley E7VOROERHLFETHY, £< &9
EETHLVWETVEDL BLEEZRL TV,

5. ILLWEFTILOEBE

5.1 #&IF> EBB—TFDORE

XMoFmERE [1,0] & [1,1] OBERENST 7F 74T A MOEEIZH S I+ VHEEOKEYSE
RFEDZGE LD ERD D Z LS TE S, Podolsky etal. (1976) 13 O X 45 % >, X MR E ST ORF
KO ORI PIEF LB NI &% /RL7, &5I2 H. Huxley (1979) % Yagietal. (1993) (&3> 1
MBS ERACTE ) ERICEREEOLEL T TIORSPIEKFEL W L 2 HHE L7, H. Huxley
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i 0ERY, MESHEIT b b A Huxley & 7LD 54 & stiffness 1ICF 55 3 4 ¥ VEHEROMIC
9B IEER T 2 b HIRIIC D stiffness I2H FH 5 L GHEAH ), MEDEFHIELL LW E LTHML TS
LA LEWEEE L3I 20 TOMBEO W CHBIBELW X ) 8D S,

WHAIZE R TH Huxley DWW bW LFREAZ LTS I+ VHEHHIEICLAEICL AR & stiffness (2
HE5TLETH D, Frld I+ ¥ VHEIBIGREDHIEZIHEGEE UMD 5§ —E DRy TT 7 F 2 ITH
HELTVBEREL, 20 HELIF 4-1-8) RDOP =Pl IHflfyEsL, POATIZhrIbLT

r=0.41, 0<P=<P, (5-1-1)
EBLIEIEDNOHETEIEE LT, (5-1-1) & (4-1-5) D Dfr =900nm IZANS &,
D =369nm, P=0 (5-1-2)

L5 be BHIOL SIS, M3+ VEEA ATP OIASRI AN — camp 2o TT 25> 7147 A2 b
EEFH D LT, MIEBICL> TS5 m2515nm & Vo LfESHRE SN TS, JHIZHEND &
369nm I3 FEHICKEVWETH 2205, BANFL XBOEEI S IR EENLETHL. &b, LHLRTY
% X912, Yanagidaetal. [10] 1Z ATP 1 3 FOMKSEL AN F—T I 4 ¥ VP ES T LHHES TN I T
EZ2HNTW5~10nm LY bIEADITEVWI L2 WD T U7z, /- Haradaetal. [11] bFEFEOREL L
720 LIPLZFDHE— I F ¥ VHHEAATP 1 5 FONKFHFEL AV F —T5 nm BZE L 2D 40 & v ) BeK
DIFFEZEOEBRERIRE SN, BEFEE 6nm D E) ETOZLE3HENHE ERSNR G -72L)TH
o THIEDr LKL BWT =420 D EKERO L) & LIGHRBICERNGS > 720F—-HERDR
bo %P, [3] 2. 1§ THRZ X912, Haradaetal. [11] OF— % 2 S LI R 2B ED 5B 2
&, 22°C T D 3380~580nm A2, 30C Tix110~160nm FLEE & %
ROMBIZIDIIICKEZDHFEDI)ICLTHRENPEINE V) ZEIZRDH, LT TwLA LI
ERTOHBATIEIA Y VEEIZEVIHH LAV 2R EVne LTwa ETPHSh, ZoOBANMHEIER
D 2RELTBHIE LR S,

2B, (5-1-1) Drix0.510E, I+ Y Y HFFRBEAT, BEZEALNTVA L)L, THREETZN 1D
DI LDFEIEEICT 2 F 74T A2 MZEETEZVWETHE, T OHBATIEIFRED I 4+ 2 VAT
TFVEBEIINBEI LD, SO LIZEETRO X BofRERS [1,0] & [1,1] OMERPEER L H
DNELLRWIZ LTINS,

5.2 \BEEMOBRN, HWFHMENOZE

RAFBIZOWTOHH [1] 0 2. 3HOFERELEFEL T, EVREIBEFAFOBRR THMOERDTFD
FEHRICEBLAATIVOR, L) BEMPERD -7 EAST (BVIZESF) I3IRA L2 FE 729 &R
BEZDREHNOZ ETHEH, TN ROBEBRNB NI NFHIEEIE ) ZET AP0 TIREAELIEF
RAGWEITHD, KEUBEROERICEBIELLZNVEIIIZ, ZITIAXPLTBLIEIZT 5,
WEOBRR, NEHWEICOWTOERE LT, BHEEEIERN, DENANT YV VEORE LD
b EOBBOT Y INVEEFRNTESL] L) DONH D, Hle LTED > -HEHIIMTEEN L P IZOWT
DHEREETL YL, MEERH V) VBRBETELALIIVE— (0BT VL) HEITEVIRS L (1

H
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DT>V N) PROLNLZDIEMErE W) BMEEZ, BHREI/BEBELZFOVLESIELDH o7 W
i B I X BN O BN L BEEIC OV THBR LG C TREICR S 2w, FREERMICEIELVWETH D,
faofl & L Tid, WmiEEEEr b OYWERIIBLE L V) IBOXRS PARLEZVEREEW) 2BOTF IV E
EYHTIENTED, [1] ORABIZOVTOFERIIINIIETVTWE, LOERIIWERDERTH LD
DV, Yo UTHLIPERETFTHL2PICEHEROZVERNZERTHL, UTORGBTHT 7 F >~
DFOELVERICMNDL Z itk b, B EOEHRIZ [1] ©3. 1HTHERLIIZEHIFALEF—DF—
7 —ERHFTIEHTE 5,

5.3 IFADVEREBET IV F LT 4 SA L NOMHEERART v
AR TIA Y VBB D ELTE, T2F05FLD M

BWENITMATIF L Y74 A MIBE-TWEIEIZES - o #“t_
WSS LN, I TIEOVEEINE-I Y VEHTYE A J U lill J—J—L
ABILEL, TOFURTEDEEHETAMEICT S, B AIM

QEEDL I BEBOT 7 F Y T4 I AY Mo TORES B || | ‘ |’ J_J____
FUE— (K72 Y v h) AT, Tl ATP OIKSRCIE T A ”
PSR DL LM LT, M2 ARTEEM 24545 50 ok iAsE -
DRT VX VOGHTHb, KT 7 F v HTFidEnFh 18 C U U J—j_L
DA VEHHBANOE G2 FFODT, T U F CIZHEOE

BT LHICHEBIH GEANDOET L Ly VOB, TIF Y Al A2

GFDODALT7 Y FEOESEHEZL L 945&, L =5.46nm T
TR Elhb, GEENENLIDODA LT Y FH oMo R b
FURNIIBLLEIATREAMPEID, 2IVo/tl LIILE
KB L TEZ5.) M2 BIIEMAT 7 F 57 ALSREE L 725
et LICELIAATZHTRY . D1
AT U FOXHEEERT O E 2 5 Rayment et al.
(1993) &7 7 F v F e LA IA T VHMOELZHER L Al A2 A3
Twb, M3 (a) 121, HFEORFEIIEITO TRV L 7
rFURTF1 LOREORTERT. —Hi 2005 FrEe  C2
T2L, FFHFERTIEREZNEREBLADORT ¥ x v _
BRELED, BIZITEZ GFEE o) PlZHo RO F Al A2 A3

Al A2

A1A2A3M

A2A3M

:/(%Eﬁ[“e) ﬁ§%§€$g@%%{$®¢bl]\ottﬁ"%k, %0)’%‘] 2 EZ“{/VEE%K(E77‘?’V747)(V
DOBEE Le/drer?) b e/drner?) IZED, e/eod3E 5 FOMEERART VXNV ET 2T
. S RELSREOEETH ), KEREThH D, B3 () YTATAY MIBoTRT. M

; ; . L. ATP ks> CiEML S N I 4 &
DIEETHHERICET Y VX VOENERL TH S ) P, L Litr s o

TOFTATA Y VOBEIBELOTHEEINLRT . o B AL,
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T VT RRICIERFRIC R By T4 T AL MIIEZ YD T,
BIZIZIA T VDT 7 F 24 1 ~NOFREEGVETRATRL
7o) BRBERIBTEEL, T72F 091 1L 2HICATHAT
ML FEOEMEARESEDLEV S ERFEIN I BTHS
Jo IFVVHEBBAILHELTWADT, FRLELTHI (b)
CRTE)ICRIFEEDERINEVHT 1 L 2 2F->E0ET >
YXYNVDADPELLZLIRMETH L, TRWRT ¥y VAR
DFEBVERE L THELERENT L LIRS Z LIZX 5,
COBDHRTERINEIF L 0T 7 F I NDI RN F—Dii (b)
ADE) THA)o LTRI3 (b) DL %KTF v L& BITH
Wz &R %,

1 2

X3. IAYVHEBAET I F 5T 11
EELEBTORTF VY VOE

— NP5 NI Adkhy { =
5.4 B—IFJEHIETES nmEEBHL TFILET S fir Ot At o o e

K2ICE? L, BEDOL LBICEETICHTA2RT v vid P o RO —Fl. 14T VI
B25 CUCZ D, BRI Cr ICRIRMITR LA L 12220/ & 28 13 Rayment et al. (1993) 1=

. _ XA, (b) IEHHEEF ¥,
WHE 1L 20HICKRENICOAT 5, ERIEDSHE, 74147

AV MEVIELLRDS. 5EHTikam 3 5 112 0 2 O THHIH IS
MEEREZWETFEIN, TORT Yy VERICRERENFMIRLH LA TES ([5] @ IVEH),
FOWMRELT, HA 1L 2DFESOEIIS2TREL KT S, Lo THEIIELMIHE 2 IBETLI L
%o £9THEBDLLCNERT YUY VHZALL DL UEEAT, C 256 DINORT ¥ ¥ ¥ VD%
b5 ETHAH) LOLHAF2RECDLD, DiIT2H53~NOKRT Vv VERE UXIIEL, 255630
SHEIBOBENIEDS 22\, Lo TH— I ¥ VHOE & IEIESHROBEII L =5.46nm 12T, A L7 ¥
FPLART Y FICELEZEIZDESLDOT, FHLTEBRES mBETHS ), THIEIRKTDHE D
B34 Y VEBOERCHBIEYL L THRE STV AETH 2,

5.5 ZERUMDGEEIFY VEMEIBEELAZEBHITIERE

COFTIERSZEZTIMT 2HAPOHEICOVTER S, BHEIEOLEIIEDIE (5-1-2) D&
9 12369nm L Vo 7oK EREL o7z, T 9 Voo K E 2 fE 1L Huxley B! O power stroke ¢ ) iR 3 &\ 9) X T
BEXZEECDOT, IFTVVEHETIF T4 TAY MG LT E T4 T A P EERBEIT A IREMER
ALE)e M2ICRBEEET 7 F T4 FAY FEDIENDRT v V2ERD, WEEHEHBOMET
AVF—FINIZIA T TATAY P EDEEDWETANF =D Mo7zbDELR D, BENI5 nm BED
ATy TOBVBLICES )y TOLI) LBETIE, MAIWRTIICIFTVEESIF Y T4 T X0
POMINDIBERTEEHLETHD, ITRIFT Ty T 4T A2 EHERTE Ctail & IO SEBAL
(junction) % J, # Z CHEIBICEL % 1 TRLIZ. M2 Dy TR ADEIGZWIBEDRT ¥ ¥ V& U TR
L, U*PENOI4 L VEHHEHT 22006 3B ewe Lz, LALAR2S, M3 @) IRLAEHIZT
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SHITLTASR v 7F 747 A ML VHETNRIE, £i2E
3 (a) DEMOAIAZSHICEZ, TOHKERH2D
DIOKRT v ¥ VEERE U*HMEL % 5 2 213k
BE2TH29. UTIDL) EZHDSLERER
CHHETDETVBEND D E ) 02 RET 5,

5.6 ZERIEHIDOIF CEBOMEEER
M4, IATVHESIEIA T YT 4T A2 M5 taill 7 DE-3::53
LTHf% 2T A6 4. ]J(unction) ($FEER

~ B4 TIATT4 A7 MBEICEDICON
&taill DFEREERT. plionTIE 7. 3SR, sl

tail 25K A&, HASKREL LD, THIZONTU*D

AINE L 2 ) BEER A 2 O D17 C2 IZBENL T B R
RBPWRHEL L), BUAREDLZDOUOFHER U, TDEEDfi% fio L3ET (¢ critical) o BT D
FRANEE IR 2 exp (U*/RT) \HBIT H 005, HOIF) TR U*AVNEL, filldKEL 2, [5] o1
T U5 DX fi \KFT B LIREL T, IHEERCHREEREZH—ICHIET L2 LT ET,
Sie 0. 4pN 2B L TRE L BB L U DSBICKRE R B, THIES. 4H Tl f=0TU*>8.2kT & %
BIEEHEALTVD, il 334V Y749 AL Ml OOEBICRIETHTH B4, ZIMOTEEEA I 4
YT ATRAYMIRIZFLTOVEIDERTH S, Lo THSDL ) R U DfMFIZIF Y VEHEBOMEE
TEROBAN KR L 2> T b, ~RICEZEROMEMERASR W% O—FHELFCEHEERD 2
LEDNIODEFRDEHE 2 ROLIRTAMOBEROHEIIRET L85 Ay OEBUITEIETHE (Blz

o)
6 \
4 \

L i \ fJi(O)
NN e
0 0.2 0.4 0.6 0.8 1.0 1.2
ch(PN)

5. iDL LTOU*SET. fiDTFRIZP=P,, FRIIP=01IH7-5.
BT A0 4N L ED U & e O BFR (ERR) ZAMELZb DT, =
N O 2 B — Bt (K9 D afR) H%EIT 5.
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TR D Weiss BEh) o S TORNIIFD L) B FEEIHR-725DTH 5,

5.7 Y0RTU vy IHEHEOIEERM LGRS I 42 EREB
BHEOBRTEMADIAL 74T A b EHEEE S tail (38
LT <, ZOorOHNHh)RLTVWEHGTLHL I EFMOENTVS
5lo 2o TIATY Y T4 TAY I IFY VHEZIL TV EHE
oI tall 3% L bl o T L FEEIN D, 4 Tid tail D
2 NS VHAD L ZATHITTHCZIETIOMY 5 2R
L7zo L7285 T tail 1351288 0 12xt L CidiEv2s, #9013 LT
BES PV, FA LT OERT tail O IEIERIE L ]E L7z, [5]
DUFHTHA L L DT, TORE & FHKW O stiffness D IRVKAF O
F— % &l Ttall DL % PP ORI E L THROL T ENTE %,
¥ 7- tail O stiffness # ¢« TEL, HHEPIA 74T A beFlo
FoTWBEED Kk, 3FV V747X ML EIRTVEDS
LED xR kpLEELTE,
k1 =2.27pN/nm (5-7-1)
kb =0.14pN/nm (5-7-2)

LkEH, ZTOBEDSIE, H Huxley DESFEAEBLIZIA T~
TAGAYIDPLHERTHS (IF VT4 A MIRDONZER
IZLTW3) BT, wp=0.14pNmm DbDE V) T LIl b, &
B, IIERIMENTWD L ZICHRICEB S HRDT, fi= kX
(tail DFaA) &5,

5.8 3FERERDOIBENEERRRDETRS

6 (a) 1t Raymentetal. (1993) OIR% L 7-illEEED I+ v~
DFOERZRT . EIIZERTH VL OEROTEANEEL L
TEHNEEET S, b) ZFDEFTNVET, EFIT catalytic domain &
neck domain DA E 0 DEALIZL 2 & L, I+ ¥ BRI 25
boTnirwe EOFERET L () DERDETOMEL 0.
Y i3, Holmes (1995, 1997) MEFINTI, I+ ¥ VHHERIZT 7 F
YAFIREET B & ATP T AV F— % ff o Trifid 5 FEHEA & neck-
lever swinging #3452 & X% 5%, L2 LIZDET VI Huxley €7V
FREIC 4. 2Hi TR L2 FEER L6 T, FarDET NV THIRIFEE
O TFETROBARIUD DI 5, AEIEE (o) DLHIZ0
FHAT Omax 25 Omin™~EZED Do T T Omax & 0 min (S EHGHEED

B Catalytic
domain

Hmin

Catalytic
<+—— domain

6. BRADFERD I+ ¥ VIO
. (a) Rayment et al. (1993)
D Fig. SIZHEHL.  (b) SHED AT %
neck domain & catalytic domain
DA O TERT. 04139 10H)
Plawne FOREMK. () 1A
70T TD O DR Onax 5
O min “NDEENTRT .
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BET, 0 an COADfrclldzb, HEIET 7 F >
747Xy b EEBEL NS ATP1G T O IKSHT
FVF =T Omax 25 Omin ~DEALZHE DR L TRD %
BET L, TOMTFERTIIRT, K7 (a) TRV
72 &) BETHEELET 7 F U HF1LICHEETHE, H2
DB CF NOEALITHE L CHEEIET 7 F v 51 2
~HE L, neck domain lF /£ ICHEH L, TDREE 013 0 e ]
WERFZHEL, HEEIEIA I T74 T A MEB0R ‘
Bl hd, HLOBEHEIPOLDIDEIBNTIFY
YT7ATAYMRBITEY, 0130410 %5 (b)o LA
L neckdomain (37 1 I X ¥ LD [ICWENDLD
TOIF O EBITEILL, ZhIZONTHITKEL L
o ODBRROmn \2ET B E (0), fildfic kD, RF
YU VBRI UK S O U LY, BHERIET 7 F
Y2PO3IBELT O Onax %D (d)o TZTHIE
TR0 ICER 2 E LT 27274 F A7 R0
RAHZEELD, TOXHICLTHHBIEAT v TIROH)
XENHEELBREDET,

6. BT — DA

FEOL D nERHC L BERMLEFEOERE [5] 7. 747 A2 MEDICET 25T
BB LTwZl L, ZOHTIIEERFERK TE. MPRRA.

REERT— ¥ EOHBTRY, HHPIZHEMATRL
2DIFERTF— 5T, MEIIRADEFVICIBFERERTH S,

4 8 X DR DTS (stiffness) DI S/SoDIRNKAF % 7R$ o S 13 stiffness, Sold PoTD S TH S, &t
BE P/Po= 0 TOI S/So% BllIE1/3.5=0.286 £ B\ TiThbh 7z,

QA OIHGEREV 25RO E L TRT . EEBT7 — ¥ 13 Huxley D574 € 7 )V L1 2 72 Edman
(1988) D#EFT, double-hyperbolic force-velocity relation & M-I TV 5%, FHH P/Py=0.7H7-0) 6 V52
0 AT CEHEMRIE, M5 ThHA0.4pN 2B L TS BB E U DRICKRELS B HZ EITHIEL T b,

1013 Y3 D RH A S AL FE b 72 1) BAZRERNIZ S AT 5 LAV F — (LR W = PV L AR H Ol @
EHHAFTH A, Huxley DSTHEETVDFH LTI W + H & PIPoDORRIIEIIC > TBY), EHCHD%R72
EDGE— 23 F0BICHE SN Fern A% [9] 1245, 2T VHLVEF VL Fen RS HBPTE 3,

4. 180 (4-1-3) 25

D = reateNnsV/(PV + H) (6-1)
D, M9 L100#ERE (5-1-1) Dr»bDZFHTAIENTE L, MREZMINIRY 5. 18 Tilkam

o
S
hs
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L7ck iz, PO/REWEZATIEDIF300nm ¥ E@FRKE LML D,

121z 2@ EZEL, 2 VHAZSERIEOREICE X >V THRE BHRICERILSELERDIKRNOZEAL
IZOWTOFERRO—BITH L, BEIHMHE->TENE TTERL, HEREMAOT & Tok 350 1 Ay 13
BN TRT B2 DHEEACTH 2, HE T1/To, To/To, T2/ToT, TVIFHEELERDKI], T2139 ms
BOME, T IREMETH 5, MBRITEF N ENLFEOKRT, FHHEEICOVWTE [5] ima T [8] 2%
RHELVWHAND B,

1.0 /70
0.8
s

(=] R
)
“ )/ 1o

0.4

O
Q.2
0
0 0.2 0.4 0.6 0.8 1.0

P/ Pgy

K 8. PPyOSE L CORFRADIE S (stiffness) DALHE S/So. P iX5ESI, Po
BERIGETO P, SRS, Seid Py To S, HiktidEt&EE [5].

1.5 \
Y

1.0 \&
%\&N

0.5 V\S\@

V (L/s)

=

-~
LN
~

-~

Pt BV
A 7 NI

"0 0.2 0.4 0.6 0.8 1.0
P/P(

M9. PPyOBE L CHROEHMEE V. dfdErEME05]. mifidd i
R~ NJBfRT, M5 DEHRNHEITS.
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VA D3 ROUHG 7> & 4 UG 12 %5 % 8 %2  (isotonic velocity transient) (220W T OEBRERIZEMET, T
DILH Ao Ziamh e E ) IZEB b D, IrLWEFTVTIE ([6] OVEH), WEEDHEICI I U HHED
EHDOT 7 F 274X bAOEGHEROD L, ERPHICHYL T 2EEER L ERIHOEFHE &
O DRDALERDKE B o FRILHEO T2 4 L T 5 S 27 2 8RR THEEFIRE, LW - { ViR
T, EEEH L TEF KRBT 58 E %5, CORKRE, FRIUGED? S FHRIEICBLETOT 45
A2 POMEE ) OHEBESyns  TEDOZLA P OBSE LTRDDZ LD TEL, #REHIBOMARE TR,

-~

60

T

g0 { \\\~
E q
= \\ )
+ \\
= 90 \‘\
10 )
0
0 0.2 0.4 0.6 0.8 1.0
PP

X10. PIPoOBE LTHAD T AV F— it EE W + H. szt &E [5].
BRI 5 O SRR,

PIP

K11. ATP1FONKSBI A INE —T I+ ¥ VHEEISEITST LMD & PPy D
BIfR. B9 L1010 {ETEME (5], MBI 5 O mfRIcxm.
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2

Ii.

T1/To, TH/Ty

-0

K12, 2

.0

.5
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/A)
5
Ty
aia"‘f i
Py
i y
E/ /\ T1/Tg
0 T
——
-12 -9 -6 -3 0 3
Ayhs(nm)

AEBELEIL. RO T/T, TYT, T/Tok Apms DEELE L TIRT.

BHT. To. TS, TOFHBIIATL. Ay lZFEF NI XTH) DOFHEERILD
KEE, HEMUATERT— 7. MBITHEI I FWEFEOKE [5].

25

20

e

v

Byhs(nm)

e

e

(L2

0.4

AP/P,

0.6

0.8

1.0

M13. SRIED» S SEMENFRICEZ 72 EOMBERR. oy T AP/P OB E
LTARY. Oyns: MEEZ Pob PIIEZRICEFWERPMEI %5
TOEFNARATH7-)DFELE. AP=Pi—P. LENMIERT —
v, HEBIEETVIC L AR ERER [5].
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7. FRER

7.1 IxIL¥—DOHkKh

Lymn-Taylor #£#% [9] OEGRICAON S X )12, RABEMMEFENSLEE L TVWDLEEZLRTWE,
DETIRIFEADET VT OEEPBEDL )R hEdNE, K2R LAL) 2Lz TEL L,

RKDEHI D,

A=>B: M + Al=(ADM
B=>C=>C/: (ADM + A2=(Al) (A2)M

DWTIREEIL CY 25 DU, G B IHEIEISHIIC ILES, T4bb
Cr=>Di=>C,: (A1) (A2)M + A3— Al=(A2) (A3)M

Ebo BRIZLT, (Ai—1) (ADM + (A +1) — (A —1) = (AD) (Al + DM O TILERIEA R 7 v THRIZHE
TkD, MTIRLAZEIIE, ERAT v T TIF UV VEEMIIEDEZRET S,

141213 2D ) BB 52T AVEF —DRNER T, MTGIXATP KGR TI 4> VEEBICER
LNAFTAOHHIANVF —T, WAVEZIZBOOLNKD L HIIRT, MiZ (Ai—1)A)M» 5
(AD) (Ai+1)MICBLERYRT, COMBERTA — 1LIZHAIAVE—3HFEHR i+ hia) &L
Thtsh, ROEECEDLRTVL, IF VYD FROBNMHEEEROKRE LT, AL TUHFT
BHDT, (withi-) NSRBI LVET, LAT Yy TOBBPTEEICE D, B, BLADTFIVTIEP
& ADP 3 T AV F—fERICIIEHBES L 2o T, GAIHVWTH L, GHPBEYREIZR D E TN OMFHE
AELEL, MTRPIALANVEYH—& ADP HL ANV Y —3G D L)L %A LT Pi & ADP Af##E
T AR Z kD B L9 IV,

Huxley DEF VKD RD L5 % BR L AED L T2 ERLETFVERDLIENTEL, LA oT3
7+ ¥ Y BAERD power stroke (& Pi & ADP O fig# & #E) 3 2 DAMEE 2 # <, power stroke & ATP K45 fED 1
LI E A LR R EwmE R DD,

FIFwr T 4 TFR F I AT RS

fJ\

wi ] + hi‘l 4”‘::::

Pi
piHL~L
A

ADP
AN

An

ADPAHLYL
-

M14. I4 ¥ VHEEOETIME) ZALF -0, GIEF7ADOHBEI AL F—
T, ZOWMEMEIZ ATP KSR TT 7 F VEEENCS 2 b fl. 3B SC.
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7.2 IFDVEREHHAWEATH D &EDFR

X MEHF O EBFE R I XU, HETOFHRATIE I 4 2 Y HEEED80% (Matsubara, 1975) #*592~99% (Yagi
etal, 1993) BT 7 F T4 T AL VOEBIET > TWE, IF TV UFTFONEO—FWKEDT 7T I
BEL, AP FRICBIETONTT 2F v 747 A FDOELITVB ETHUE, 7 =0.41751382% & %2 1)
LofEIZE,

HINVDFHATIE, 1EKDIFI Y TATAY BN 2RDT I F 74T A MEHY, 1HDIL Y
CEEBHIVLIEDT 2 F L F NS b, r= 0412 F 5L, HEAELTWS I+ ¥ VEHERICIZL. 750.41=
L.3MEDOT 2 F T HREDBTOHNL, THIEIF T VEHEE 2007 7 F U 3 TFORBED LiE0fbEK
IBEAEVBR LGN T 2F 747422 b ERELZODIZERD 2 WEY 2 EETHA . 77 F 2 5TF)
HosEL2ZE2 5L, 34X VERVPBRELHETLIBEOT 7F 2T CIEATEZHIMBIELIZH D &
HEELWY, NEBEOFSEZORGEWICT I LSS ). &b, T=OHATIE, 1RKOIF D>
TATAZEBINO6RODT I F U TATAY I RDD, T/VFUPEELOT, WEHOEL L HFFFIZNE
KOT 7 FVEMEERAL T2 N h v, ZORFFIF T 2L DERTLIEIRBD, 2L DT
IF v EER LB TR ZLLVWTHAL ),

7.3 EEHOBEEMOVTOVAVADT—FEEWVCFETIH5DTIEEL

H—3I4 Y VIHFPSATP O 1 5 FONKGHRIANF % FoTT 7 F v 747422 b Ex EOREOR
BT 2DV TIEWAWALDOERPITONTEY), FRFICL>TS5 nm LS 15nm BE & Vo7
A DEDPREENTVS, 5. AFHTHRRALIC, BADZDBEDOTFEMEIES nm TH D25, KDL H IS
ZRbE, EBREHICLoTRZOBEL VI 2L HNFLH, ThbE, MADETNTIEM4 IIRLT:
fi DRERER D Jom ] W@ CRRBAR O I A T VBRI R VBRI A Z L IX o7, HEIA Y Y OERT
VBB TICMbETREENEH S, M4 IZiZ] % Loy rHsL LT, ThEpy TRl 2
D& NPT OBERBCE T THBTU*AVNE LY, HERIE 5 nm OHIBEREE Z&i3dH D D
5T#®5, Ishijimaetal. (1998) X Kitamura etal. (1999) D EERTIIFEI % LM E 2 2 HBME W Tnw#
)T, IAHI5m EVo L REHEORETIE 2V Ll SN b, F7-neckdomain DR E A KEL T2 &
FEATHEEDNKE { b v #ill [Ueda et al., 1996; Anson et al., 1996] 7@ 5 A%, neck domain 75 % % &
GFONRY XY TOBRTH @ TERENDS ). py I CEHE L TOE—IF ¥ VSISOV TOERN L T
Nbo FATVIYRIFVVOEMDETIZOVTOERT -5, FFREICETU*DPEDL S T ERERSE
HheZRTAHILTHBTE L INL WV,

7.4 IFDURFOBRANEEEREEEL T

Nothnagel and Webb (1982) {2 X % &, H#ED I 4+ 2 V4 F2IE5IE5 I L THEBEOHIMIZANZDTIE
FIERENIEZ VD, I U TRBICHESETANS LRET L, THERICHEL I+
HHHMTEAZRIZLE) ZEDPTREL 2D, KTV VY VBB U2 /NS %h>T, I+ U5 TROER
BEETY TR E R, ZOBERRERE-bDLEEDLNL,
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Haradaetal. (1990) 7 7 F 0 T4 T AV MBI F 00 “BE” #ELEEET, 40nm { S5VOENWT 7
FUTATAYINPEEAEILETAEEV)EEIE DL, ZHIEIFA T EEE LT 2 F UEHEA LIS 572
BrEFHEIND,

8. ¥&8

6 B CHFmGI RO R L ERT -/ 2 B L ORLAH, THICHTI2HEEAVEMZ &282 OBk -> T
Wh, —2id Mt Huxley LM LEIEZEEOETON” L) bDTHb. 4. 2HTHRRI-LH 1T, BT
HIEMT 7 5 13 Huxley DE T VIEABY L2 ET IV E L TRIDEBETHREINLIREDLDT, §XTEHON
SEHELETLENSH o7, ) — 2R3 “HGRMHRIERT - LEVBELE” L) axr T, THIE (%
BURERDET VIR - 72) i & 132 DHE ad hoc 12/35F A — & %R T curve fitting 479 b DL W) kA
BUHDOLDDTHA ) HTLVEHBOHRR LD THEOIDINT A—F ZEBRIIE) LI RO TORIE L
%705 tEROBBIITET VLIRS, ZOHKIEN%L )RV, BALZETVICELET HRIIIEOIDOE
TN RARRIZD, 6EIRLIE ) Z—RIBONLe o7, PEONRT A= THR—ICBHEEL HBET
LR ENEESLILETE RV, B)ANIHSTETFLE DL >2TADLIETH b,

2EICETUVDHBLES TE RS2 WERT—4% (1)~10) &BIF7-:0T, #2REDMFICTHIE T
DifEmE BT 2, (1) OBRINFHEFRERE (2) O XHEREREOERERICOVTIE, 5. 1 BT~/
L9, EFVRING LOBEUHLTEBF L TO(HNA, (3) D5 mm AT v TIXETIVOEERNK2 7
WKRT LI RDDBDT, BROKREL D, BEEIF YV OERIZOVWTII 7. 3HTERE L., (4) O3
F ¥ VOB OWTIE, K67 Tilim L72L ) ICETIVITERL (BERITOBRLESGL TV A,
(5) o stiffness IZ2WTIEH 8, (6) DIGEREIZOWTIEEI, (7) DI ANVLF—FAERIZONWTIZEILO
WRL72E D, FHERRIIERER T L (HB LA, F2M9 L100FER,S, ATP1 5FH 72 h OEHD
EATHEED % PIPOMEE L TR (K1), (8) 02#EMEZEL, (9) 0f8FWEEIIZOVTY, §
HREREIERBREL L (HBLZ, sMEEREOFIZHI2, 181I2R Lz, (10) OR5AE LALERIEOXIEIZD
WTIE, 7. 1B Cagam Lo X ) E#ElH 5, (11) OIF VUG TFANETHLI LOFHIZT. 2 THHEL
S 72mL ThH B,

B DOENANY, FEEFATOR/RICEDS W THRRERBHOS FOB X 2BEICLETVORBET LI LD X
GRGE P L L&ad s, % 21X Feynman [12] 2%& U772 FRICATRe 2 NEOE 2 b, BEICL TEHL
LTREDLZLBWRTHS ), ETNVICBRNFNLTEN W EZERT LI EDET, BEEZO LD
BZEDHZREV) DOPIEFEBbNS,

A E
R D FERRNZ DV THIBOR W 72 720 7o BRKHEEBE TSR 8 =82 1R # 5 %,

S EE
1. =HFIFK, KEILAT . #EE® 9, No.2 (2003) 37-56.
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