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Hda

b st XgE - gElick b
BIMEDRFAN=y O R EBEZEAL

TR TE = KBRS T T2 T560-8531 KT TR HELLIET 1-3
A a 2, ke a < o — PN

7 28 % . I~ N = [~f -
FoARZRA  RBORFRE GRS TR T2 F560-8531 A BRI i3I LiNT 1-3
REREHL KBRS R R T2 e R b2 1o T560-8531 KBFE i HeILET 1-3
K RBOKEBIRE T A as > 5 — T565-0871 BT il H . 3-2

BREEE N KBOKERFR IR TR T T560-8531 K BT L v i A JeLLIHT 1-3
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E B 190FICA-> THRMAE S FHEE—X— X VN\VH, T7F VG FEIFNF—FSVAT 2 —Y—, 3
T/ F IR O SRR A O I STLLR, SR & o <7 Bl BB SO A Z XA DI R TF LY
NEFRLIC, & HIZ20004RICA > THBAROFIE AL S 2 w7 FaR=y, PRI 4 vV ORS G H A,
WA IZ 351 2 NOFRARLHIE A I = A LDOFFRPKE S L7z, ZHITIFI980FITARKAL L /258 2 Dy v 7o
F VB OFIEIC &% XRE A EE L EEH TR/, T A D A LNOEEMERRZREEL T&/, =6
12, B3MROBAELFIHTE S LS TH—Hifilg (single fiber, K100 um) % > TOBF L ARIEHINAT
i, Bt pus QR EIRIE & BT nm O RS RAEA TR L 72 HiBlaiE Rl f8iIc e b, ARSI L D %E L/
PHEDONTE/, L2LANAD, XOIEMHAMEO-DIZIE, &8 (whole muscle) % {f > CTOZERGHEEDE T —

RWCEBTIFV, IXVVET 45 AV OREERBITMKREETHH, COUBICL AT« DHIFROGF A=y

JARETIFV, IFVVT 4T AV FORF UV TOREZED X B E/HENL,

MNT 7F VT 45 AV

EH L= DF TN F —BROGF AN AL CELET 5,

1. FU®IC

[Eh< J& WD T 34 OR L AREMN R EIEDO—DT,
BEHY TRHHOMME LT EIC X TThbh Ty
%o AL, WL TATP (75 /v V2D VEE) BRO
L% B BT IV F—2 R & =D NFIEEICH VLR T
TS D, TOFVEITYY (BE—R—2808) i
LixH XN BT (T vy V) Thhb, 2D
TAINVF—BEA N = XD AW T > TS~
DL ARINF —ZEHRDFERNIRIFIZ Sle ) HEHBLHFETH
BEEBIT, FNEINB LA 7OV VURT 7 F 4
I— X —ORICREMAZ L6 2 AT I TV 5,
SO PREEBORSERM [ AV Aay 7 A h =y 7y
A ] OWFFEIC SFFRFEY AT AZRLEL b DD—D L
E2 5NTW5, WilHEA 7= X AOBINCIEHE I E B
MaBE L CE/DiE, RO &ECH, HmEE, ¥ x
WF—EWD AN T —E»bL—TFRMER (EiH) s\
NI PVENOE]RTHSL T LT X5,

THEEOE— 2 — 2 V7B ENENHAFCHCOE
GLTCT7 4 AV IO THEL, AV ARy 7%k

(2-3um &) OHva A7 (i, BiEORS « A
) TR I DB % & > T4 (Fig. 1),
ZO7zd, XHREPTICHEL, HNfEERE TOE—%—X
VNI BERHM R VR B ORSEEAL R BN 2 5 X
TR E DS T, BGE « B3 55
FANZ AL TR, T/ AREL LA L TE
720 FIVERELAROF A OREEPFFEIC IR Xl & L T
Oy vra Y BEROFIBE R 2SS, HRTFEED
BGE L BINE v m b aREHES R O FE R & (R
L, SHOMSEAEWHFOEEAY ) —F L TEkWY, 20
U CHESE SRR/ L T E /S OEENC >\ T
K. Holmes & G. Rosenbaum (1998) Ofi#a2 O H—3C
Zo|H 3% CTEL, How X-ray diffraction with synchro-
tron radiation got started.—It started with muscle. |
CCTE, Feahv v o b UG A - TER L
7o U O @R X BT IC & 5 REBRECE & BT o
W, AR OER THHMNT 7 F VT 4 5 AU b
ICHEH U TR 5T A 5 = A LWHE A T 5,
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Fig.1 A. The hierarchical structure of skeletal muscle. B. A
schematic diagram of the interaction of two-headed myosin
crossbridges and actin filament, coupled with the hydrolysis
of ATP.

2. HHiEREOHSTU

WA ORI A B8 L 72 X2 VX7 BT LV OBF
GEINIEE - THSOBEDREA LY, ZORIBOLN/IHELY D
1T, RO XD BERBE OB R/ B BT
bo E, MREORIPIC X o THIIEE 2B L, Waiiam
WZCaAdviiHians, TOCaAFvifiiny 7F
V74T AVE EORIES N7 B R VITEAL,
PO AL v F ot vicd s (Fig.B), TDEEIFY
VAHRIKHTESEALS N, I AV VT AT AV AL RER
TWAIAVVERE (7aRATYwY) BT IFVT 45
AV HICEIEFEDLN, T7FVEMEERT S, ZOR
WKIANF— S VAT 2 =Y —ThH 5 I 4V VEROH
T ATP kG fEsn, ZOEH BT RIVF —2B
T4 AV O EE) (—HrER) Aol RITN
FIARINF—ICEBRI NS, HAEHEDICE ST
TF VT 4 TG AV ERENDREEL TCWBHIVIAATDL
ek OO R R Tz bh b, MBI OkET
FIVF =D O NFT I —NOEWRRT 7/ &I 4V
VOMEERIC L - TRRENS XD & D b2 & ik
L TN L00%RATHT L Thb,
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3. SFVUVHEBEEHEVLUN=T—A
Ei{RR

W B 5 DREITH T AR EENRTT IV EL
T IIAV VL #2d 5, CORBE, 4V
S AR RIS T 7 F U T AL, ATP ks
BOBHRT ILF—2FHL TEEAELZL (HRD &
WLIREER) S5 ETHAMD AEMPL N ERET 5
WO LDTH D, ZHiE19694F H. Huxley? NIRE L 7=
R Th b, a5 k212, 19924 ATP k4 fiErhic
A VVEHBORBENKELER T L LB A D X
BRHBGLER TIZ Lo TR h, DRiciTbnizI 4y
VIO SEITIC X 0 RIS OBl R S, Bl
TRESHOBEAEZE 2 5D D ICERHES AL /N —
T—=ADEDICHMTSE VO EL TEREINTWESY
(EHEE EARBEICH L THB)e CORMAEKRAET 5720
12, 197141 A. Huxley & Simmons® (X, fiHOR S %
EE L TR S, &REDERE (GERIE LT
W5 EEICHRAO—aiEd TR I TZE (1ms W)
ICHME S5 (BEMRI) EBREIT- 70, ML 7ok
SUTHBI L TEDIHEEMICEECEL L, 9 a AT
H7-DFK6nm FTEMI /oL E, FERNDIVYOICK
D, ZOBRIIFEBINTROEEIRE S5 LRl
(Fig.2h), CNEIPETE D, BFFEREICH 2 RO%E
BaNs [EE-5E ] BICH-%, Fig. 2R ORTTORS
EIREBII PRI N B (Voigt BIEHK) L NNRAEESNC
HES L /oHtE R e 7 L T oMU A FER S A, 56
L7RSICHHAIL TEIBBY LI &06, SIVarT
PUCIEER I & 405 Bty e N 1 (BEFIMMETESR) Ad 0,
W R KRR AEA) ICSONRNREG BTV a T
Bl 6~TnmHiZINTWDLT EHR RSN, H
Huxley? & A. Huxley 593, ZDO/NNKEG DTN Tx I
FV VAW LI ZE O ITR (S2385) Ik T &
Tl 2 A VERE R K3 A 2 F T 5 E T VA REL 7o,
T b, 6~7nm OEMIC LD I AV VTN (/2%
fHFR) O/SRIESHHAERTO BARICE - CThidEmici
D (Fig.2h DY), ROUOEERRCIE, - X634V
BN (7 7F VT4 5 AV EREGELTXDOLTEHE
RS (BANTESZEMSES) X5ICT77F V745
AV EREHRS ST LICL 5 TN % 6~7nm 5| & fi
L, NEFETLEVSIEFILTHS (Fig.2B(@)), >
T, BRHOEERERI T 2R OHRAELEDKFME )
5, COMBICBART 5 ZEFIT passive kbt F T
< active 7% “force generator” TH 5 L T 5ETILTH
bo COHETHRELT, T/F VT 4T AV FSIFY
VI 4T AV EFLEL, BT S EF v EREINT
W5, ZORELT S E TO X FREGT CRMEFE 7 + 5
AV FOMENHELZ RIECP R NP> 72 b T
BHV, NEEGE IV VESELICHLADSL L
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length

Fig.2 A. Mechanical characteristics of muscle contraction. A
schematic drawing of the tension change during a quick
length change applied to an isometrically contracting muscle.
B. Possible models to explain the tension transient of A. (a)
Rotating myosin head on the stiff actin filament. (b) Rotat-
ing myosin head on the extensible actin filament. (c) Trans-
lational motion of a myosin head on the extensible actin fila-
ment.

T, IFVVHTENENIMMOIET & XML 1% R L
TE %, LL, dLNARBEGDIA Y VEHTICRLS, 7
TFVT4TGAVERIX Y VT 4 S AV NCHSLETH
X, TI7FVICHEE LIV VOB X T 7 F VT
4 S AVEEEPL, TS X THET RIS BEE 5 BEER
OBEICSHEBELEDI 2 b, LD ESITITRED AN =
ALG RO D LT RLZ DI S (Fig. 2B(e))
(i) e COXRDITHADNRED AN ANIH T 1«5
AV P ONFHIBICH HKES 5. DT TREIRO Y IV
TAT N TOMEBEROFER I LML T % O 5EE
PN

4. XBERICEBTPIOFY, SFx074
SAVMDRFAN=YIOR

4.1 T4 T XA OBEMHEBEME

Bx3W7 o5 AV FOMENEELER (B OX
FRIEITIC & > TRENCRN /2 77 F VT 4 5 AV F OB
EDT 7 F VT < —RIOMHMEEL R ORIRICHEYS 4 5
2.7-nm 454t (Fig. 3, Fig. SBA&fR) 34V V7 45
AV O A Y IR O M AE T A ORI I A2 %
14.3-nm (or 14.5-nm) X—ZADOTFF K4t (Fig. 3, Fig. 13
2R) OfLE (A=Y V7)) ZRHICHE L7z, &< IS
T I FVTEREEIARETF L, A=Y VT BD D
572 ELTHIEFIT/hS W EFHIN, SFHEOE RS
DS X AR & iS22 5 RAE D 2 Tk H R O F]

[

7

&5
a2

Rest Contraction Contraction Stretch

Fig. 3 X-ray diffraction patterns from muscles. A. A comparison of
X-ray patterns at rest and during an isometric contraction. B. A
comparison of X-ray patterns during an isometric contraction and
upon stretch applied to a contracting muscle. The meridional axis
(M) parallel to the fiber axis is coincided. M and A with numerical
values denote myosin and actin reflections, respectively.

A7 LICI3BREREETH - /oo T2 13 TIVOFREH % (#
> T, MWE>FERBFEHROT A 7V EHEDRL B85
A A=V TV —F DK HEES % H# > T200 ms DRF7El
ECXFEPTE (Fig. 3) ZWPE L /2910, 77 F VR
D AN = T HACDRER OB % Fig. BAITR L7z, 77
F/2.7nm RKAHE, FHAOMAZRIRRED D %5 R IR R~
DORBITHHTFIH0.27% D A=V 7 O AR LTz, %
77 4 5 AV P OMREZHANS/7OIC, YbaAT &k
EEAAIRID (W71 5 AV EDOF—N—Fy TEEE
25), BERISEG 75>k THRES R0 £013 824
ICEIERBOTHRAER NV ANV EEZ BT TT 7F
HRDORY D A=y v 7 BAL PR L T2 £ OFER,
2.7-nm RGO AR— v 7 BRI TN L THRIZETH %
CEBRHON 57 (Fig. 40)W, 77 F T 4 5 AV
F ORI A= v 728 (4d/d (%)) (d=2.7nm)
LT (P/Py) (Po s KK T)) OBIFRIZHRATIILL
N7z,

Ad/d=—0.08+0.36 P/Py (i)
(4d/d=0.02+0.32 P/P, (WEH)) (1)

COBEBOME (0.36) (100% R NEL (P) "H 27
LEDT 7 F 2. 7-nm KD A= v 7 OELFKITH
WML, WE->FREHO & SICEHBISN/2ZELLD0.1%
BRKED o7z, BISERI2E DI, gD SIFRIREEAD
BATRICITMENE, GBIz Ca 4 VA PRz
VICREELMWT 7 F VT 4 5 AV P REEET S, Ei
FNP IV VBEETEELLL TR T 4 S AV ety
JREEIC 4 A7t A (activation) Bd b, W 1 T AV
FOBEEODPIEL EAETHIVaAATEES | EME L/
VI —N—=F T (T FVEIFVVOMBEERBH

& Nov. 2007 Vol.20 No.6 @ 343



HE R

&

Spacing Change (%)

d 2tk

B

%

o

=

i
C

20 o Myaosin Spacing (Active) v Actin, Activation

= 18F © (Rigar) at Non Overlap
5 A Actin Spacing (Active)

= 18F a (Rigar)

=~

=

4

2

E

2

€

a

f =

2

04k I 1 1 1 1 1 1
0.0 0.2 0.4 0.6 0.8 1.0 1.2 1.4

Relative Tenslon P/R,

Fig. 4 A. Histgrams of the fractional axial spacing changes of the
2.7-nm, 5.1-nm and 5.9-nm actin reflections in the transition
from the resting state to activation of non-overlapped mus-
cle, and the resting state to the contraction of fully over-
lapped muscle and the contraction of fully overlapped mus-
cle to strech (~1.3 Py). B. Those of the axial spacings of
14.3-nm (or 14.5 nm)-based myosin meridional reflections
(M3, M6, M9 and M15) indexed to the basic period (42.9
nm or 43.5 nm) in the same transitions as in A. C. Spacing
changes from their resting values of the 2.7-nm actin
meridional reflection and myosin meridional reflections
against the relative tension to the maximum tension (P,).
Data from the rigorized muscles by the different amount of
the stretch and that (the red mark) obtained from the non-
overlapped muscle upon activation are shown for compari-
son. The value (green) obtained from skinned muscle fibers
(rabbit) at low temperature is also shown for myosin where
actin and myosin interaction occurs without tension genera-
tion.

Fizwv) EBRIMBLTHY + 5 AV PRGBS T
2.7nm KD AR—y v 7PNz TH, 0.1%1T LR
YLl TOMEIEDL & D ERICHRN/22E (100% 5K HEAL
bz 7o L EICHY T 5T 7 F 2. 7-nm KD ANR—
V7L (~0.36%) & IERRIEDHIADOhEE 2 5% R
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fENOEAL (~0.27%) LD#%) 1IT&%LL, £ORD
B & AR T 0 IS L 72 B/ v A — =5 v Tl
IEMAL L 72 & E OFEREIE & —3 L T\ 5D T (Fig. 40),
LR OB IEHLBRETOEMIC L AL DTH S T &
Hohbkote, TOXDIT, ME>%ERINMEORET
2.7-nm S DO AR— v 7 DEACITH0.27% OB, %
TG EAL 2 RUE OMAR T ZAX— v 7 ki3 #70.36
BTHAHZ EPREINI,

IFVVUT 45 AV FD14.5nm N— A (IkEH, 14.3
nm 2> 5145 nm [ZZAL T %) OFFREHEAL & FERTD
DR E L TOAR—y v 7 E L OFER L Fig. 4B & 461
xnhZnmlic, STV V7405 AV FIZBEY % Fig.
4 OBMIT XA (d=14.5nm) THUSI N7z GERER
TIFVOBE LRI,

Ad/d=0.86+0.43 P/Py (WLiffH)
(4d/d=1.07+0.38 P/P, (BHE})) 2)

IAVVFFRBOAR= v 7 3BANRGET 5 &5 1
KRNG5, ORI K E IR A=Y Vv 7k
HLPBHMONTD, IFVVET7FVURHEIERTS
BUCR DR L IEHEBERE RIS T 4 T AV END I
UG TFORIIEEDEIC LS EEZLNTWA
(Fig. 4C O W &), Fig. 4C O E £ O AFCL A & 58 2L
EHBIL TS A AR—y v 7 OZIT#90.43% & RE D
b, MUREIT7F VT 4T AV FIZEVWEDTH- /e
(BL, 3Fv V745 AV ML, BAOEMKIERED/:
DDOREPT 7F VT 45 AV OO THAHDT

TIFVT 45 AV PICHNT2HESEWD), D%
D, W7 15 AV ESICHREICE OGBS S
CEDPMOPITE 5T, BRHHI LIS, STV VT 4T
A P S AR OEMA LI - THEME (~0.1%) 2
HC AT ERRIN, HiMifaN T ATP A& h, ¢
NRCOIFVVIERNT 7F 7 4 5 A FICHEEEET
HZHWERAETS, Fig.4dCICR SN TVWAB LIl 15
AV T DEFHIIEEGFOPSERFD & D LIFIEPITTH - /=
(BEARDLARIT 1), @RDTOFEIMAICE 2 5T
%) TOZEEWT 15 AV F OB ILA DR
RIS T, d-5EBM7 « 5 AV T OREFOWEEICK-
TWAZ EEHRL TS, ¥TIVaAXATHDOT 7F/7 4
SAVIFORIE 1um THAHDT, RARIFEEHY
3.6 nm T\ 5B, EFIa AT K00.8um BED I+
VT 45 A O34 m b, T 4T AV
BLROENIC L B8RO B0, WESINIAR—Y VI HE
LB KFHMOMEA A D I L Th, BHEhHE~ 5 AV
F OHBUTHIL T AT NOBEFIHEER DM DX 5
FHINDH T LI (k).



fRE 0 o0 b0 KT XERET « HELIC L 2O NF AN v 7 AEEEE(L

Fig. 5 A. A simplified model of the actin filament. The actin
monomer is denoted by a ball. B. The radial projection of A.
C. Enlarged part of B, in which movements of the center of
gravity of the actin monomer are shown, 0—1; in the transi-
tion from the rest to initial activation, 1-—>2; from the initial
activation to the contraction (force generation) and 2—3;
from the contraction to stretch.

4.2 74X DEMWEEL

W7 45 AV FOLY ARSI HKT 5 B OMHE
BRI D A=V T OB LSRN ONT2e T F VT 4
TGAVEFESIFV VT 4T AV ESENENT 7 F €/
R—=3IFVVE/I=DBOHRAEINT S LI L DK
INTW5B, WEIELT, 775V 7145 A (Fig.
50) # OB EEL, $XTOE/X—DELEY T 4
S AV M HEE (B SR OMEREICRE
TYIVEI< &, Fig. 5B IR ¥ L O iz Pl FRLII 20 E 5
N5, TNHERRSHE (radial projection) &FEA TW 5,
COTF TIHE / ~—Offfd 5 OZE A2 h (unit height
EMEEN D) BRI N, AEAMIIE FICBES Lok
FEIOEM TREIND, COLE, $TXRTOTIVFV/E/
R—HAEEIGUAE v F5.1mm OXEKLRATHED
YD O% P51 OFITYUAELERYOEBI /b, &
7z, EBEZICWAY v F5.9mm OEAKLEAITMHEOY)
D% Psg O S TUIBLEEDY OBEMHBINC D, TN
LD LR ADY y F725 Fig. 3 O X FEIPFHRIC/R$5.1-nm,
5.9-nm B A5 2, hiTHYS 9 5K H2.7-nm 4
R4 TH %, Fig. 5B O— % K L 7= Fig. 5C 22 5, Ps,
P59, h OMICIE h/Ps1+h/Ps9=1 DERD B 5D T,
3ODING A= DB NI L E,

Ah/h= (h/Ps51) * (4P51/P51) + (h/P54) « (4P54/P54) (3)

DD D, EBRIIIC, 3 DDRGD AN— v 7 EAIT
BREMETLZH TR > T, ThHDLEA
LET& A<Dy FORHELZ v FICHT 2N A
ZEfr (unit twist EPFEIENS) X w=2rh/P TH 26N 5
Mo, FIzZIESlnm Ey FOEEELRAD v DI
h<POELL KD X DIT

Ays1= (2nh/Ps;) «{(4h/h) — (4P541/Ps41) } 4)

BRI bNb, LT IVF VT4 T AV ERLRADE
hafEb WU 57% 51, 2.7nm, 5.1-nm, 5.9-nm
DEDDRF DO ANR— v 7R XTE CEIG 2T REL
7%, Fig. BRI RINTWAS XD ICfEd (E#I O
AL A2 EZRE L ) 1IZi%2.7nm K513 ~0.37%, 5.1-nm X
Bix~0.50%, 5.9-nm KHIE~029% & xhZE s
A=y v 7B BN woaR Uiz, Bt Aws, 38
=025°L7:0, 5.1lmm by FOEEEXLHEANDLEE
Ranb (L) CLicixns, (RADEE, wsitwse
=2n OBRDPBAHDTEBELR-ADEES TN E Ok
HEWIFTWHLTES,) ZOBALITIHEE 7 ik S ¢
Tt ELRAETHTe COTERTIVF VT 4T AV
DD > THU B & E LR ADIENE L Z > T 5
TERIRBELISD, UL, $E TR - maRat
OB NS, WEBELZ TSV EFLHD,
BEIICEVEIERD - 1o KAORYPBER < JlIE T
TNEKERERE L THRZONS, T7FVOH1E
MIAT7F VT4 SAV P E_EHLRALAILEEDOED
FADOFY v F (36-37nm) ICHKT HKHET, £DA
N—=v v 7Bt (4P3; /Py £ 9) 13, Fig. 5B O]
MBI R A 55.1-nm At & 5.9-nm o O A—3 v 724
RO ESICERSIT BN A,

AP37/P37=AP51/P51+6.2x {(AP;51/P51) — (AP59/Ps50) }
(5)

ETRB®IN/ L DT, AP51/Ps1=AP59/P59> 072 513
AP3 /P i3 K EHEALE L THERKHIETE L LI
5, PF=yvUREHELI N L &, AESMREEDS L
Y, EITROEAICENAEL LT 7 F v eIV
T4 T AV FHRORS w5 HE L o TRIE S A C &R
B & 7057219, ZORRE, FREMEMETO Fa—)b
IZHBWT, APs /Py 13590.9% (1009% 56 HHEInC A —
L) T (Fig.6A), /v —N—F v THOWEWERT
13-1.38% T, WOhdKREEZ(TH- /2 (Fig. 6B)1¥,
NGO e, BEEPIAOEERIC W T, ZO%K
DHFERFC BN TLFHICO)ROPERE S > TAN—Y
VI ERL,
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Fig. 6 Axial spacing changes of the first actin layer-line component.
A. In the transition of the contraction of fully overlapped muscle to
stretch (~1.3 Py). B. In the transition from the resting state to acti-
vation of non-overlapped muscle. In A and B, the shaded bar-graphs
(1st LL inner 2) are the observed spacing changes and the white bar-
graphs are the spacing changes calculated from the observed changes
of the 5.1-nm and 5.9-nm spacings shown in the left side.

[AP51/P51| > [4Ah/h[ > [AP;54/Psg (6)

T4 5 AV FOMRERLRADRN (HHANKHIEOZE)
BRES TS ERHEIEE IR T, WiER, T7F VT 4
S AV FIEERO L NP L EBELRAZED S LD
KLU %, ZD&E, lum ORIDT 75V T 45
AV OFED Z 6 B CREGFHE 0 I2#90° [ElfEd 5
T ki % (Fig. 8B /%), Fig. 5C O BYELH 4K KK ff
RELENOBEGKERLILY, TI7F/ B/ =0
5.9nm Yy FOEEETLRAICE-> T (D LTS TR
12) B 2k EBARL T\ 5 (Fig. 5C THIDHKED), Fig. 7
SR T77F VT 45 AV FOLRARHIEOZE(A) LE
LHADKVY v FOEAB) E LD/, —H, IFVV
T4 AV MREURIC I A YV YR SIS
9/1 (1 x—v 9FKE) L AN 3 EEEETRHIThA-=
EOLXYAFELE > (Fg. BEW), STV VT 45 AV
F OBEESFIX (Fig. 8R) OMTHHIBIGRN S, 9/1 5S4
AR - 7= unit twist DZE LI

Ayyz= {(@2n/3) x (C/P43)}'{(AC/C) - (AP43/P43)} @)

ThHz2zbhb, TIT, Ac/c & APy/Pzidenzhe /
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Fig. 7 The helical symmetry (A) and the half-pitch of long-pitched
strand (B) of the actin filament in various states of muscle.
In A, the helical symmetry expressed by residues/turns (the
value within the bar-graph) is derived from the ratio (the
value above the bar-graph) of the pitch of the 5.9-nm helix
and the axial rise of the monomer in the filament. In B, the
numerical value above the bar-graph denotes the value (nm)
of Ps;.

~—OfkAEEN T ORE ¢ (=14.3nm or 14.5nm) O
L 9/168ADL/3E v FPsDOENTH S, ERIN
IZAc/c< (APy3/Py) L7520, Awu<0 TH- 7215, IHE
FETIVAATHNTIZTY VT 45 AV DD M-
line 7» & B CH920° ) RFE1E D 12 [mdx9 5 (Fig. 8B 2 7),
Fig. 8A I B ERH R ETOIFT YV V/E/X—ELDOS
RECHESIBHXEROVEANTRT, -7, IV V7 ¢
SAVNLSTVF VT 4T AV R ERUFRICEN (-
THEL TWAZ EPRINT,

COXRDITEVIVaAATHTHY 5 AV FOEna it
STARRENR 7O AT v VML THETSH I DT
(Fig. 88), VLo A7 HNOFEELHHEFRIC/T> T\W5AHT
EBHB D E TR 5T,

SC, RO B AT 5 VETFIVTE, BRIV a
ATHNTHET 4 5 AV FDREL > TOAEG TRET S &
INTWb, ZOHE, IFAV VT4 FAV ST 7FV
T4 T AV FSBHmICED I ONTHE» S MU R
INER 7 BETHS (Fig.OAEMR), CORRELL Tl
45 AV OISR EL, TAREOTFHI
DFRET T ¢ VHRIEABRIC IR 5 EBRFRINI, FHE
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Fig. 8 A. The 1/3 part of the radial projection of the myosin fila-
ment. Changes of the center of gravity of the myosin molec-
ule, 0—1; in the transition from the resting state to contrac-
tion, 1—2; from the contraction to stretch (~1.3 Py). Dur-
ing the force generation, the myosin molecules move
azimuthally along the left-handed helical track with a 21.5-
nm-pitch. B. A schematic illustration showing a possible
coupling of twisting motions between the actin and myosin
filaments via a crossbridge in the half sarcomere.

2, TOF VT 45 AV MCOWTE /T —%—KRTITHIC
HEESRAETINCTYIab—Va VL ThbE, TI7F
VRS 1T 4 VICIERFRE S BN, SRRSHTE %
DORREAKE L /2%, Fig. 9BI122.7-nm T4 KHD 4 kK
B o023 Ewald BRICTE 5 X o I ikHEsn (R o K dil)
BV THEIE L 7R A O X R ET G % 3, EEO[REIHT
BB W T E—LDIRL T 4 5 AV R OEL NI
MEBZAENTWELD, TNHHEEL TH2.7nm 14
KE D4 RKE T 7 0 T SIERFREDS T S N7z,
L2L, EBRTEHEON/IARRE 07 4 VIZHE T A
B CRLS 7 s v o v an, IERHREREN O S8
it 770 > 7= (Fig. 9€)16), = T X I3 BRI FETIRAE Tl
T4 T AV IR TOMUORE— % —kRICT % A7
ZRALMNTNAZ EEHRBET S, COLDHIELT
JFVT 4T AV OFRIEEEIEE & RN EIC
A EEDLNS,
ERIAOIEMRFICIZ F R oA Ca 4 F /FEEIC
FORIEZ NV EREEREZ, TORBICEDT 7 F
VT 4T AV OEDPENS B, TOET 7F VT 4T
AV NN A TEPICER T 5, EBICT 7 F v+
FRHD AN =2 7 Ol EIE T, BHEO PN
VI BT ERRINID, OF DFEIRE I &2 v
INTBICE A RIS L TT 7 F VT 4 5 AV FEE
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Fig. 9 A. A schematic representation of the tension distribution in
the sarcomere of isometrically contracting muscle. B. High-
angle X-ray diffraction pattern (tilted) involving the reflec-
tions until the 4t order actin-based meridional reflection.
The meridional axis is coincided. C. The axial intensity pro-
files of the 4t order actin meridional reflection in the resting
and contracting states. Solid curves denote the fits with an
appropriate Gaussian function.

AT SN LU/ TE7REICH D, FaR=y
AOD Ca k& Tl S h, FEEOHA LI THIEY
HERDWTHERIEELT- T hHEEZLNS, F7,
WHIFE ORI ERAZ  (latency relaxation) & MEHEHN %
RIOE 2 BERID B 518, ETHRNHT 4 5
AV OFFAEREZORR EBRL TWb LS ICBbh
LY, ZOH ATP TF v — VI NI AV VEETBT 7
FVEMEERL ThERETL8E<T, HEHx v/ \rE
BIBIEL (&), I AV VETIZT 75 /I bL
I RIETEDICELS D, BEVRTIFUT 4T AV
EEOHE L L TCIAYV EOMEIERIC L - TERADH
N, TNBT/ ~—RIOBREZIERICE DEEL,
TIFVT 4T AV M e RICMEIE S, JhiE, KB
WTTVF VT 45 A+ IV VIEHBORIC ATP %
Mz2&707F 07 05 AV OMFHERREELLINS
ANZ AN LR AN AN LS EBbNS, ()
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WAHTRT7F V7 45 AV P ZHICEESIN T
5o) DFEVDIL VIO ATY w VOIEFMNIC ADP.Pi
(ATP k@O EY, ADP; 75 /v v VEE,
Pi; Vv OTH 25N ATP ks T V¥ —
DO—FHMBT 7 FVICBBHL, T/ ~—ONEEELT /
YO E LN F LR L T 7F VT 15 A
e s MEERL Ttk IVF—L L TIFzbhn/zC
il B, ARG ENIFV VT 4T AV MCREZD
THHDo

4.3 2RHREABEICHBIFTBIPIFUTA4IXAMD

PR DZEE

ST, ETRLAERPEERETOWH 7 4 S A/ FOL
FADMREEDOEALD, ZEGRMKFORNZENEZD
BORDOBREOKREE (Fig.2AE2R) L&D LD
ICHIEL T AP ERNDNEND - Ios COEBRITH «
E0%ic, 41U AD Bordas D7 )V— 7 A 3R DK
B - C, 2.7-nm, 5.1-nm & 5.9-nm 7 7 F VIRKEHD
ANR—y 7 LEEA ORI HIET 52 212 k-
TE L, TITE, HEOBREEBNT 5, 2K
WIRBIRFICIE AR — 2 v 73R 2L & 04T L CHRIRFIC
WAL, BAOKTIEI<AFAD0E Db REDOMELF
WA L7z DL EDZDDRHD AR— T HEALD
HakHEL (6) ROBIRICHE » Tz ESICT 7 F VT 4
VAN S e R s o il LT OV ATA S Y PR AL TAE - A
ERL7C, S OICRNFEREOBRETL AN—y V7
R4 L AT L TR 5 Tnie, (I3 VTR
LHNOLNTWBHD, ZOZEENID LEH T 2 TidHng
T%,) COEDICTIF VT 45 AV FOMBHITZER
IHERGIC 2E R LA 5 2 1S 2O bR A OZE
{LEEREL, RNVE TR S EhbrD, 7
OBEREOBBICECTET 7F VT 45 A+ OFLEME
BB AEEMICEE L TWA T EARB I Nz, Bk
HIEILIND=207T 7F v REOBEZEIT 23R
BB AE ) & EATHIICHE C » 7228, R HORARITITE
INCHEATL TR 5 T, RIFEAICE D 2 REEZE0IE
RAVVETIFVOMEERO 2 BRERIGE L TR &
TWBEDThHIBR),

5. RBEPOHNTI4SAVPEXKVNI 45
IV PDEBETE(

5.1 MWPIOFU 743X DBEEIL

WA OGO fREE X EHFr B, 77F v &3
TV VIS T RIS A R - /T CHEER L T 5
TEHRRLI®, oFD, WEREICARONS ST
JF VT 4G AVEFOLEANHEICEE SN
stereospecific 727 7 F/ E I AV VOREEN X —V DH
HiZZ LA Y%L, &L AHEAEAI N S T Stz
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R/ BITRE THD > Toe ZOHRTT 7 F U HOHRE
DIRBRBURGE L TEEL TV BT ERRE N, 2D
X OB R RETOT 7 F I LY VOHENER
B, BRKILTHON 58S & B O REFRN LD T
T, HAWET 7T 8 I F /D stereospecific
EMEERAT 5 AV FMCE- CGERIMMicE Y, A
DIFEYT A 7 IV OIFAD—TBORFH L 225D B TWh e
MEOBRICED EEDNA, WIONICL THRFEFD I
Ty T 0 FUVOMEEREIAY VT 05 AV EDR
WSS N/ TR > Thb, FB, VT 5 Ay
F DORSRE T — X2 & B BRI/ 2 — VEBERIET 7
FUT 45 AV MIT I AV VIEEIC L 5 specific 7w B RED
I RS Iedp o 72B20, TOZ ik, BEho7 7F v
KEOEEELIHNT 7 F V7 4+ 5 AV FEHFICESN
T RESETAC KDL E2 AT LORUEAE G 272, (R
&A% R > THEIEH 3 % 5 F RO BT A G Bk
HHLEETH 5,)

1990407 7 F /& /< —DiEmESE RIS h, 2h
THWCF-7 7 F VRV VO X Gz B < 38
LEDELTTIF VT 45 A/ FORERETIVHAELRN
7= (Holmes &5 )1 )2, & 4 |% Holmes & 5 )L % H 36 5
LT, TUFVEI—DRERETIVEELIC165E
IZY 7 F AL MEL, NS F A vEaENnZT AR
B L TlifREBOBAOMNT 7 F VT 4 G AV D
X AR A (EFEIC2.7-nm KA O 2 R E TEE
L) #ROLELEPTLETINEBERL TE/1L0),
WOMNT 4 S AV EET VF VT 45 AV ke
TxCHBE R VRV BraRo v & PRI LV VBRRE
W) (T r7Fv 745 AV ERDLELLBIT T
HL TS, FERI AV VORISR ST I
HahTwb, FaRZVIdEEZOEELRILS (a7 F
AAV) DSBS, ThH6OE (FER=vo
B (T1) o coiled-coil B3Rl 7o) &> T ¢
FAV T HRTOFFEREORBILET Y VT DT
bo BT VU VT OFMITENET 525, BlfER#E & L THS
NIWNT 7 F T 4 5 A FOMIFEIRRED T 5 )L % Fig.
MAITRL 72, KNT, BRHIZOWTh, 77 FVlsk
DI OBBERA, TI7F V7 45 A FHFOEE
LI k% L OIS T, Rk fTbhrz, SERIRES
DT T IV Fig. 0BIZR L7z, T2/ L D RAE
(0.13-0.14) ZRTETIVREONFIET S5, DOFER
T—=A0LOMB LEBEBTRIIETALDERL
7220 INSTRABALTH BB, WEFRT 7 F VTS R—D
F AL VHEERZAL L (Fig. 10C), /- F iRV oo
FAALVDORENT 45 A MlilrgbH ) THERT 5 L DI
L, BTOBERLBT 7F VT 45 A FOIMIICHEE)
LTWwW5b, EXICERDSEIE, ROAFSVEFDOFER
IF VA IRRZVORWER (T1) G LAcEE
7 4 5 A F OFREABE T S ETIVIMEADOMRE T —
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Fig. 10 Tentative best-fit models of the thin actin filament in the res-
ting state (A) and contracting (B) states with their cross-
section viewed from the M-line. The upper side is toward
the M-line in the side-views. The actin filament is shown by
blue balls, in which four main subdomains of an actin
monomer are denoted by red, magenta, pink and orange.
Tropomyosin (TM)is shown by the two strands of white
balls and the troponin (Tn) subunits are shown by light
blue balls (TnC), green balls (Tnl) and yellow balls (TnT).
In the cross-section, the movements of TM and Tn core
clomain during contraction were shown by arrows. C.
Changes of an actin momoner (a wire model) showing the
movements of subdomains (arrows) during contraction.

A RBHBHLTWS, COFERFTr7FV EOITV Y
M HAEREBAL 2 BICS 5 & 9 5 5 IE O HIE 5 120 &
SIGT A0, PRV TIOARE &3 5O HE
F=REBLDOTEHOET ) /7 OFEHEL TERINT
Wh, WEFNIZLTh, FERIFVVORELLET 7
FUDF A VRSO L DHNNT £ 5 AV OFERE
VI AT 4 Bl EEE R 2 B IS T 5 & O RS AL
TRL TWbh, CTCTRIEPoTM, VA —N—Fy
THOFEHRRCIE PR v a7 R AL VidhRdd sl
B8 bERL, taRIAFvVEFRRZVTIOR
BRIERIFEFOBBREO L GRETH - 72 Tt

T I FV OIEEALS B T m ADREEZA L & LT
NLTEHRBEL T0b, TOXDICPEFOMNT + 5
A b R OBEBCORHEIIAINT + 5 AV FHHOR
RS L TSN TV 5,

5.2 KWIAYY 7435 A MDHORTIYIDIE

BZIt

IFVVUT 4G AV POV TH RSB SN
7oo MABRREETIIMEADIAY VT 4 5 AV FDEID Ty
HAT Y v 3 ElEEE 2 F S, B Ok &S R
(429nm) HTH 3207 A7 Y v VERICES % #
O (k) LRARIIE & TWAldD, IFVY VT 45
AV b O X FREPTE1342.9-nm FEO —HEOKH 1 5 /%
LEFROBESME RO/ —VEEL T\ 5282

M6

MI/C1

Fig. 11 A. High angular-resolution X-ray diffraction patterns in the
resting and contracting states of live frog skeletal muscles
with their meriodional axes (M) coincident. M1 to M6
denote the first to the sixth order myosin-based reflections
with a crystallographic period of 42.9 nm (the resting state)
or 43.5nm (the contracting state). M and E indicate the
meridional and equatorial axes, respectively. B. Axial inten-
sity distributions on the meridian in the resting (red) and
contracting states (blue). Axial profiles of a series of myosin
meridional reflections (M2-M6) are finely sampled (data
recorded at the APS).

(Fig. 3A 28), Wik, Mx~DIFY V7 45 AV D
RO COraATY v DRARTRTOM TR LT 75
T4 S A VN EHEERT 5720, fHA2DT7 45 AV D
FDOLRARINEEZ ST LIl h, ZOFREE, BEF
IAVVHROBRRSIEL {55k bH, L2rL, FF
o ECIEREY (~1%E\HENT %) o 7o Thir
O IFAEL T\ D, TOT LRRR L 7=k 912, NG
FIFV VT 45 AV ORISR REL B TI v
VIBAATY g OBRT 7FVEHEERL TWA T EEIR
T fo T, WERED & SICERINLIAY V7B
TV VDT IF VT 45 A F ORI R S Nk
AR LI AER L S,

INDIFV VTR NNy 7 R—=v by 2Ty
VOTFIC Lo TkE->TWAT L, Mline #5545
IFVVT 4T AV FORLxFRSE (Fig. 1A 2IR) 1T X
STH VTNV TEINTWAT &, IV VEROFIIC
FEE) 3 o PRI S B 7 W O ORI S 7
EIF VU7 45 AV FEEOEMIREEIC K > TERS
NTW5, ILIENEC 2ITE I AV VREHIEBSRIT
EXBBMT 4T AV FORTREFICLDBAMET TV T
VIR TN, CNHIEREEFRICEDAHDT, IEE
DIV VT REREZEAL O — T 73 & R L C
W5, Fig. i35 3 HEARDKEHH (APS) THIEL 7=+
Tl B O 5 fRRED X R EHT AR L7z, LD &5
IR A B L T % 23T o T E RS fT229 OfE R
P Rl A N e

RN AN R ODBRRSE T VT Vv SR
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Fig. 12 Distribution of the triplet repeating region (blue) and sin-
glet repeating region (cyan) of myosin crossbridge arrays
along the thick myosin filament across the M-line in the sar-
comere. A. The model in the resting state. B. The model in
the contracting state.

side view

Fig. 13 Configurations of two-headed myosin crossbridges along
the thick filament. A and B show the optimal models in the
singlet and triplet repeating regions, respectively, in the rest-
ing state. C and D show those in the respective regions in the
contracting state. In A-D, the z-axis is orientated in the
direction of the Z-band in the sarcomere, and is parallel to
the filament axis. The thick filament backbone (gray) is in-
dicated as a structure-less cylinder.

BOMESTDOET ) 7 iz, %OkE%E% Fig. 12
WRd, &9, Mhig, FRIPEERRE L LICEBFEIR (70
ATy VDZED05 DN EAL & 7 - /- triplet repeat-
ing region) A4/ AT Y v VKO ~T70% % 5D T
7oo MIFERRETIE T « 5 AV T OWumER S ICEE O 75\ 7
1% (singlet repeating region) 2AfEFET 5745, KA A C
EAT AR AT 1 B O FL R s A B 3 5 — 5, M-line
fIcENHBBREL, &k L THAFIEOR IIRAFEIN
Tz, g, BAEIRRE CTEREIFEKO 3 >D /7 A7 Y
v VU NIVOREN R % (Fig. BEM), SHICI 4V
VIO S > TR AT v VORSREETE T
DV 7 %Dz, (SO, Ny 7 R—vOHFGRIAD0

350 © gt Nov. 2007 Vol.20 No.6

FLTERLZ,) BohncmREDIF Y7 AT
vy VEFIEFQBICR LI, IAYVIZORATY v
D OO RS & b EEYFEIR & BRI CHVICR
AR RS T, & ICHARIREE TR H O
F—REED T LT KD I I VWD ST R O fENT
LA TH - 7z, HAIEK CIE E2DALE 1HO7 T
ATy VOZOOEFHAE, BED KSR OE
b T/ (Fig. BA), F /-7 m i3 a5 UL
WCHH7BATY y VO—HOBEBEMT S & 5 FilE
Tt o Tz, EEEE Cld C o E G RO L)L
BITOAREIY, EPOHALEZBZATY vy VDZODMH
ML 723 O LM CHEMFATE 5 XD GEEICH > 72
(Fig. 18B), —7J5, W <Cix, 7B AT v VOWIHAD
FOBARII T T E2dp o 72d, EICEHEDO /AT Y
v VIO K & B G % b 2B T, — O
DREMERINC L D EEIC M X, {7 O MRAEENC T TIC
i\ Cw 72 (Fig. 13D), Fig. 13C, Dix 7 ¢+ 5 A F#lic#
WL HETHLP, TOXD G ONIAO 7 B A
Ty VRBER R AT 7 F VT 45 AV ERIEIEA
LT\W5b, IR ORESITRERIY, 2207 PG 2R
FTHDTHLHM, BLXZOLLZ7BATY v VO OO
B 2%EN R COB R A RS T 5, 74T A

i AT 7 B E O SEFRIEIERIARIC Y A 7 ) v 7 LT
BIFTONFEHFEEISIEL, D —20 X D EEICHE L
TCHEEIE T 7 F TR L CHBIICELE L, ADP & Pi%
FE LT 7 F 87 A5 & IRBICH HHEE (174
OFRMEOREE) ¢E20Nn5, £, X DEEICE
BL TWAHTANRE LKL, RME7 75745
A/ MCEATIC L CTRE L W A BEEBIE, S54RI B ERg
LLTwWiworbmng\ v, —J, ki 57
027y VOIEHEOMAIEH O, BHEHICE
WTCHITIERE SN T ¢ 5 AV FMINCH S & T HHEkDE
ZICIAT, IAYVIZARATY 9 VICLEETNETH
5 EHmBET A,

KWT 4 5 AV T OREEFRITICIEIERFIC S < ORENR
FTHEBETLNERD - o, TOHFTLHEICIHF O
14.5-nm N—ZDOFFREHTE S BRI 2 FI2IE, (D3I
TV ATy VONEORE, A & ETRET
U, QEEFERORE & EHHEKOR S, CHREIHO%E
b, Wy 7 R—=vDEFED, GEVEFY VT v
DEAL, BB -7z 6> T, BiEFOREFHRE(ILDOFER
TORTOFFREOTENZ—/ICHEAL, —DOH
AT CHRES L HR T HDOIFAEMET, FBENA W
AHIEHE BRI RE T 53092,

5.3 IAY>-0ORTYwIEEERD ATP JIK S RSP
DEEZEL
Wi 7 7 FV EHEFRAL TWA I3V VTS
ATP OIKG EEE E FHF L TED X D ICHEEEL T
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Fig. 14 Conformational change of the myosin head (S1) in the
presence of ATP. A. Comparison of X-ray solution scatter-
ing curves taken in the absence (black) and presence of
ATP (red). B. Modeling of the conformational change of
S1in solution using the crystallographic data in the presence
(light blue) and the absence of ATP (dark blue). The ima-
ginary actin filament axis is aligned vertically at the left-
hand side of the models. C. The radius of gyration values
(Rg) of various nucleotide-bound S1 sapmles. S1 in
MgATP; S1 in ATP solution, S1.ADP-pPDM; S1 bound
ADP crosslinked with pPDM, S1.ATPyS and S1.ADP, S1
bound ATPyS and ADP which mimic a myosin head bound
ATP state and that bound ADP state, respectively in the
ATP hydrolysis cycle. S1.ADP.AIF,, S1.ADP.BeF; and
S1.ADP.Vi (Vi, vanadate) denote S1 bound ADP and
phosphate analogs which mimic the intermediate state
(M.ADP.Pi) of the ATP hydrolysis cycle. D. Changes of
AD.qq. (corresponding to the end-to-end distance of the
molecule) (a) and Rg (b) of S1 against the mode number
given by collective mode analysis with two different
strengths for the atom packing effect.

WAEDPERNSLBWT, I 4V VST LI EER TY)
DL TATPEE T2 ATP Ik @8R OB« D7
FosREYEBEL, XHRERHKILE TR~/ (Fig.
14)3335  ATP ik f#rh, 34y VIEROBM R & 5
FRAEDFNZFN~03nm &~1nm /P 7%-72, A
W R OBEL AR (Fig. BR) OR5EHT — X %l - 7=
BTV VIO IV VRS FOMEBVEH YA E S
EHSHTHDET LR L7 -7 (Fig. WB), X7 L%
FFEOT7 s wfio o FEBR» S, ATPFOIFY VD
BEAI WA WA RS FREORI Y Tldk<, £LLT
M.ADP.Pi (M ; 4 V) WO rfElREE (HEEER),
DEDATPA I AV VEBNTHMHL, Jax s |
(ADP & Pi) %#fRFFL/CRRETR E TWT, KD Pia

Hi4 %388 2 ADP %k 4 %388 T2 O LA TTIC R -
7= (Fig. 4C), BkB 5 LIC, IA YV VHMOT 7F v
T4 T AV NCHT A AR EEE TS, ATP Ik
o3 i 0 IR ORERE AT I3 kA SN0 L TR tilt &
twist P EENTWT, HEOEIOFR &L TRIBORK
WA ~5nm RBE K T LB o T, X BBREGELT — 4
W lIFIGtE & LT - 7 TEY IR0 CldEB O 1k
E— R A tilt (first mode) & twist % (second mode)
D_DT, LI IFVVHEBOBESELESH FARICE
twist B DF 5P A E W ARSI N/ (Fig. 4D)39),
CNOORERMD, ATP KRG BRIL & FHRE LTI A Y
VBRI IR S R AR I I LU TR SR e s 2 b ik
LTCWABIEBHLD LT, BEER T 5BEZt
DG FHNANZALL, BADOR7 VAFFT a7 ks
BRI AV VORI 2 bR SN T b,
UEDZ LR T 7FVORWRTHELN/I SO THEEN
R &N D TFROBARICKHE S/ 5 L1 T2\ O
L HLHMB, HAFTE, 77FVEMHEERL TWSIA
VIR D PI AR SN D BEN A FAET S EE
(REZHHRHIFVF—ZEEDS) LabhTnb, (%
RPFETCE 7 7F vV EMEFRALTWASIZT VY VU2 H
ADP i+ 2 A5 v IR HE LT > T B, —H,
ADP %# 9 5 LIEFHITH S T A ZIUBEID, KD X
F v FICBITT 5H,) M.ADP.PiIREETHNK S T 7L
—DO—¥R % i > T Fig. B O L 5 I B O & 5 E W &l
T EREHC, T7FVEBWEEERT S, L TT Y
FIZED PiRAmESN, IFVVETI7FVED
WOCHAFRREBICRIT T 5, 20 L%, IKSMEABRT
FIVF—%ffio TI AV VT OME (Fig. 4B D RH
LWHROEN) BRLTCTIVF VT 45 A/ FCEAE
FETLH, £572LT5H L, invitro EERICIK TS “3
FVVELR ETOT7F VT 45 AV FOENEEP R
e D L0, IV VERLN=T —LDOKE I iEE
TE—FTHolotwist KGN T 7V F V7 4 T AV FOEN
OFEICEARL TWAL2ICEPN S, TOHE, I 4V
VIR OMESEZEL VIV T AT HONKEHE E7n> T b
AEEMDSD H, CNERBEIISN/ I AV VT 4T AV D
HREOFICEEN TSSO HH N\, Active 7 i A
RO E LT, 2 RUHERED 5 PN\ IE5L I f R IR E)
(05kHz) #5227/t &, 7aZA7 1 v VEAMODI4.5-nm
TS OBEZEACHRNIZEAL LA TR D, BEEIR
RICHAHATIEIWEIIRAMCHETEC 52 ENREN
7230, ZORERIT, MBS/ THRWIZL Th, active
AT IAY VL NN—T — ADORMEEH N E L L
THEEESEFEHL TR, TNDNNRHRIEL W
AL TWAEDICEbN S, CHEBEMENICIZEICB N7 S2
BN RHIEE AW S LRI N TV S,) Ly
L, TO&DBBPZEICK C - TV 5D EEFINIC
FLZ > TOBPEHE LN TR,
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Fx DR LT 2 AV VEATRD ATP K 53 i C O R
A 2 Y VB O ST A e s n A Lijic i s h
72ADT (IFVVHEIBICKETAZD LS %7 a—\ )i
FDREVCERZONGE P -72DOTHS), 5 HORKT
O IF VvV URA=T — AR O b7 —2
Llno ey, SETHRNTEL LD ICHBMEDO IFAERD S
I VI OMRE A2 BEETIE R,

6. FRIREEGIEDRH L OIS

T 45 A ORI S S Il o 2k, T3
F 3V VHEEBERE N LIZ LS —T — AR (RBiA#E 2l
FUERD D, WEIAYVUNA=T — AR L EEIC
ANTEZAH L, PEFRICETIVa AT % 6~7 nm £iE
SRDBE, TIFVIT4TGA/FTOMTEIFTV VT 45
AV T OMMUE I AV VEREBO B e < 72 D NI
7% (Fig. 2B(b)-Y), NOBFERETHET 45 AV PO
CIEMAT L ISR A006, IFTVVETIET 75V 0
L% 6~7Tmm T NI S\, ISR G D0 Tn D OF
BINT 4S5 AVMCHDLDT, TIFVT 45 A Ik
Gl AV VIEROEHERT T 7 F 7 4 S AVFD
BB IN, APMCEC I 55874 < %% (Fig.
B(b)-2), £o7%5E, IFVVETOMAEEIEIPED
KERHDERD, FIIICOT - EWEORIEEDOK =
AL E L TR SN SIETTH 5, EBRICZEGHEEL
FRHCHE 2 DN TV A M II KR E 22k TidawL, [
BB X AR E TV AE EWDHEEL T,

22T, ROED BT A, I AV VBETITT 7
FURFOREDMECEEDAE CHHSAEL TWBED
TWR%L, TI7FVT 45 A RiCh k& @i
1h, INLOENE AL—ARICEVWRZ L LR TES
EWVWOEBZELDTH S Bz, Fig. 2B(b) & (¢) DA
HEbH). TOLD GBI LI, I 4V VBTG TR
NREOERICIE VB, TI/F VT 45 AV FRER
LRNORSVAI v A—=TE<L b o LRBR &R E % R
LTCW5bE525, A Huxley3®Z1974F I 72 AT Y v
Vs & A% b DL LT VF VT4 TG AV FHATT
JFVE/ IR EE /=D EE L /2ET
WEEBZEL CTWb, 77F/OBBIIEE L 3Fp», 77
TVl I AV VBEOMSEZE L & OIE w BARICH & 2
LTI SERSHOFETH 5,

7. £¢&8

TR LB O X BEdiE, 7rFVT 45 A
VDL AMEOREN LS WREOBLS I AV %
EOMEIERIC X 5 ATP kG L IV F——>TJF T 3%
WVE RO SPE RBORTH Do WHRHIE O HIH R
THRIDLT 7F VT 45 A F OBHIELIZ R4 A
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#e C AZED T LI A IS & Tz, PRI UA
D CafHic k> THMEA (BFE) B@EkIh, 775
VT 4 T A MR EE S PHERIRRE (VIR ICRAT T B,
RKNT, SAVVHPHEFHAL TE—X—DIXILF—D
—WET IFVT 4 T AV NCET, TOMER, EEEL
(FE) Bk, 74T AV FRIC—HAEORF VY v
AR SN, E—X =L ZOEXIC &> TRk
DR RH T 5 EROUENETVAEZ LN T
%3040 g D7 7 F v ORI AR DR AT AT
L, IR4ELEZEMCERT S, 20, T 75V 7
4T AV FOMY ERDTETHE S N7-EA DR TIHERRC
BIfRL TWh, TCTRLTEREDIC, 7T7FV/E/
<=4 OGS I I AV VIO L D Ak E AL T
e LOLT7F V7 405 AV FOMBEEICHES B4
AMEEDZALIT I AV VHEERAT L ORMER 7 « 5 AV
MR- TOBERT VY v Vik ¥ OWICE R b x
FlER LTV AAIREHEDND S, T 7 F /5 force gener-
ator & L CDactive e —HEZHD L3545 6F DL
PRI AL TH B b, —F, IV VU RER
13 ATP ok o REOBO FHEBBITH IS L T F OB %E L
IN=T = LD LD ICFRIKICE 2T %, ATP Ok f#
I F—DO—FEIFT TV VESFOMEEEZ S LI
b, =X T 7F VT 45 AV FOREEELRLHENE
O HFIVF—E L TfHbNS, TOLD T FIVF—D
ROV FT 7 FURIAVVT 4 T AV FOXEK G
ICHESSLDT, W7 4 5 AV FTEERTE RV, &
NETOIX YV VREEHEROBEIC L > TEb S, 7
7 FVOBHRINE & IV VST OB E RS L IR
MEREET IV OLERZERL T b, ML VWEEED X
EHEINTVWAROPTHEWRIETT RIVF L7 KT
T 50N B EROEEFIICITE— X — 2 vy
BOREEICRIKAMER D E<BHTDL LD TH S, i
FEOIFEFEOBMIEE D, OT—2—2 2 /R0E
FRD AN Z XA I N TE 7, Gt K& <
HL, TN/ LTI OMm D TE k> TET
WA, ZNTHEDEWU NV TOMBRER I N T
bo WIBAMERTIEE X MRIEHTE T OMES S E > TREL
TEIRIED D H, RITED XD N LET O »
kB LHEZAHATH S, PfFIcRESINLE—2—2
IR B FROREEVHEE BRI S BRE <, SR KRE
F o UV YV IERETH D, THICHSHE X AR
FTERENISGHDRE L,

SiEE

T X BN AEIPT « #ELIC X B AW E B TR O
a2 < K DI D TIEW - BifRES B ORI &
BREZ B OB RICE# /L 5,

PF D4R H/NEHBEL « BT3B R, HH3R6
FICRTSN, FxOMEITHIIL, S HOFRRBICEBL
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270 b0 XRERT - BELICE DHBIBODF A D= v 7 ALBEEL

TV W BBHEERONEESER L) I8, %
72244020 B BN O AT FERICH I L T io2WioHp
Fif FERUPBUER), /MRER CEI LK) O KICR
SREH L 9, /8 3HROBH DL &7 - 7
KEK-MR J4t O Fll B 525 T 3L R B9 L /- Bl SPring-8
DAKREAN, AABZOWKIZ, APS T 3 D Hk4
Kozt CFIH S # T /o2 & JLFEHFSEL 72 Tom C. Irving
K (41U /A TEK, BioCAT) IKEHLEF, I 4V
ST ORI SAXS FEERICH 1 L T /72 Wik &
KGRI, ZO%OIA Y V/E—X—D SAXS ERaD
77 & G O = TE - T AR (BOK) 1SRG L
T4, KPFEOIF LA L PF © BL1I5A OEHFE % F 8
LClmdnil Exfticd %,

BEM
1) H.E.Huxley and K. C. Holmes: J. Synchrotron Rad. 4, 366—
379 (1997).
2) K. C.Holmes and G. Rosenbaum: J. Synchrotron Rad. 5, 147
-153 (1998).

3) H. E. Huxley: Eur. J. Biochem. 271, 1403-1515 (2004).

4) H. E. Huxley: Science 164, 1356-1366 (1969).

5) K. C. Holmes: Curr. Biol. 7, R112-R118 (1997).

6) A. F. Huxley and R. M. Simmons: Nature 233, 533-538
(1971).

7) H. E. Huxley and W. Brown: J. Mol. Biol. 30, 383-434
(1967).

8) Y. Amemiya and K. Wakabayashi: Adv. Biophys. 27, 115—
128 (1991).

9) K. Wakabayashi, Y. Sugimoto, H. Tanaka, Y. Ueno, Y.
Takezawa and Y. Amemiya: Biophys. J. 67, 2422-2435
(1994).

10) Y. Takezawa, Y. Sugimoto and K. Wakabayashi: Adv. Exp.
Med. Biol. 453, 309-317 (1998).

11) K. Wakabayashi, Y. Ueno, Y. Takezawa and Y. Sugimoto:
Nature Encyclopedia Life Sci. pp. 1-12 (2001). Nature Pub-
lishing Group/www.els.net.

12) J. C. Haselgrove: J. Mol. Biol. 92, 113-143 (1975).

13) Y. Takezawa and K. Wakabayashi: Photon Factory News
19, 30-35 (2001).

14) Y. Takezawa: KEK Proc. 2001-24, 171-182 (2002); Y.
Takezawa et al.: manuscript in preparation.

15) Y. Takezawa et al.: manuscript in preparation.

16) K. Wakabayashi, Y. Sugimoto, Y. Takezawa, Y. Ueno, S.
Minakata, K. Oshima, T. Matsuo and T. Kobayashi: Adv.
Exp. Med. Biol. 592, 327-340 (2007); Y. Takezawa et al.:
manuscript in preparation.

17) H.E.Huxley, A. Stewart and T. C. Irving: Biophys. J. 78, M

18)

19)
20)

21)
22)
23)
24)
25)
26)
27)
28)

29)

30)

31)

32)

33)

34)
35)
36)

37)

38)
39)
40)

-Pm-A6 (1998).

A.F.Huxley: Phil. Trans. Roy. Soc. London B355, 433-440
(2000).

N. Yagi: Biophys. J. 92, 162-171 (2007).

Y. Yanagida, M. Nakase, K. Nishiyama and F. Oosawa: Na-
ture 307, 58-60 (1984).

J. Bordas, A. Svensson, M. Rothery, J. Lowy, G. P. Diakun
and P. Boesecke: Biophys. J. 77, 3197-3207 (1999).

H. Tanaka, T. Kobayashi, Y. Takezawa, Y. Sugimoto and
K. Wakabayashi: KEK Proc. 2001-24, 162-170 (2002)

Y. Amemiya, K. Wakabayashi, H. Tanaka, Y. Ueno and ]J.
Miyahara: Science 237, 164-168 (1987).

K. Wakabayashi and Y. Amemiya: Handbook Synchrotron
Rad. 4, 597-678 (1991).

K. C. Holmes, D. Popp, W. Gebhard and W. Kabsch: Nature
347, 44-49 (1990).

T. Matsuo, Y. Ueno, Y. Takezawa and K. Wakabayashi:
Photon Factory Act. Rep. #24 (2007) ; #ARHEA : KPR K
KFBEEERE T B e RHE iR SC (2006).

J. M. Squire and E. Morris: FASEB J. 12, 761-771 (1998).
K. Oshima, Y. Takezawa, Y. Sugimoto, T. C. Irving and K.
Wakabayashi: Fiber Diffrac. Rev. 13, 23-40 (2005).

K. Oshima, Y. Takezawa, Y. Sugimoto, T. Kobayashi, T. C.
Irving and K. Wakabayashi: J. Mol. Biol. 367, 275-301
(2007), and Photon Factory Activity Rept. Highlights #24,
45-47 (2007).

H. E. Huxley, M. Reconditi, A. Stewart and T. C. Irving: J.
Mol. Biol. 363, 743-761 (2006).

T. Mitsui, K. Wakabayashi, H. Tanaka, T. Kobayashi, Y.
Ueno, Y. Amemiya, H. Iwamoto, T. Hamanaka and H. Sugi:
in “Biophysics and Synchrotron Radiation”, eds. A. Bianconi
and A. C. Castellano, Springer, pp. 295-302 (1987).

M. Reconditi, M. Linari, L. Lucii, A. Stewart, Y-B. Sun, T.
Narayanan, T. C. Irving, G. Piazzesi, M. Irving and V. Lom-
bardi: Ann. N. Y. Acad. Sci. 1047, 232-247 (2005).

K. Wakabayashi, M. Tokunaga, I. Kohno, Y. Sugimoto, T.
Hamanaka, Y. Takezawa, T. Wakabayashi and Y.
Amemiya: Science 258, 443-447 (1992).

Y. Sugimoto, M. Tokunaga, Y. Takezawa, M. Ikebe and K.
Wakabayashi: Biophys. J. 68, 29s-34s (1994).

Y. Sugimoto: KEK Proc. 2001-24, 183-193 (2002); Sugimo-
to et al.: manuscript in preparation.

J. Higo, Y. Sugimoto, K. Wakabayashi and H. Nakamura: J.
Comput. Chem. 22, 1983-1994 (2001).

N. Yagi, K. Wakabayashi, H. Iwamoto, K. Horiuti, I. Koji-
ma, T. C. Irving, Y. Takezawa, Y. Sugimoto, T. Majima, Y.
Amemiya and M. Ando: J. Synchrotron Rad. 3, 305-312
(1996).

A. F. Huxley: J. Physiol. 243, 1-43 (1974).

T. Mitsui: Adv. Biophys. 36, 107-158 (1999).

K. Kitamura, M. Tokunaga, S. Esaki, A. Hikikoshi-Iwane
and T. Yanagida: Biophysics 1, 1-19 (2005).

& Nov. 2007 Vol.20 No.6 @ 353



ENR=

KRKFZEHIR, KRAFERETHE
« JEEEhEED

E-mail: waka@bpe.es.osaka-u.ac.jp
=Y EYES, X REHE, X8R
NEREL, SRS

[R& ]

19714 db g8 K K5 B B2 i e Bk
PR LR T, B, KR
KRFIERET AT, KRIRKRFE KRB 2L
BELA BB, BRAERET,
20064F 3 HEdRE, HIEICES,

EASRM

KB KRS EME TS HERHEEERIR T -
Bh¥K

E-mail: sugimoto@bpe.es.osaka-u.ac.jp
BP9 £, X i NEBEL - [,
MD

[BREE]

199748 KK 5K - b ZL i T o g f
YHEAEBIELREE T, BEEL, B
REATRBE SR P IE B, BAL TR RT
BB AR el I B, KREBRKF RSB
B TR R B B & 8 T20044F 7
A &0 B,

HiZRE

KRR FEB T HHERERIRER -
HEMRE

E-mail: takezawa@cheng.es.osaka-u.ac.jp
HFY £RERTS, BEEYS. £
YES

[RzEE]

19984F KB K 2 K bg FL B T~ i R B
YRR EBIE LG T, M, B
R R IR R, BULF IR
BEVRITH IR, KK HE6E T
F IR BB % #8C20054F 4 7 &
0 B

354 © Bt Nov. 2007 Vol.20 No.6

KEEI—
ARAZERETSREAMERET
57— « BER%

E-mail: oshima@protein.osaka-u.ac.jp
B BEEYY, £YPES, XKRE
7y

[RREE]

20064F- K B K =7 K - e 25 5 5 F 72 F
PRI R A L RIEREE T, P
+, 20064F 4 A X 0 Bl

L/N=ATFN

RIRKRFRFIERE THHAREERE
HELHRE (SEELRSEMRE 5 —
- BHEPTZEE), BHEL,

E-mail: tatsu@spring8.or.jp

B EYES, XREYR, EEEY

L% &
EEERRATHA S T SE R A ehiR I R T 5250 P
« FEFER

E-mail: uenoyt@ni.aist.go.jp

B BEEYS, BRFEN, SER
InyaEEs 20

[BEE]

198741994475 Az tt, 19964FK
B K 2K e AL B T o JE B+ 3R AR
BT, MMt 199645 FHMa A
WFERT, 20014F & 0 BiMk, 20024 R
FeImB R K FBER A EREE TR
K EMEHRL,



fRE 0 o0 b0 KT XERET « HELIC L 2O NF AN v 7 AEEEE(L

Molecular mechanics and structural changes of the
actin and myosin filaments in muscle contraction,
studied by synchrotron X-ray fiber diffraction and
solution scattering

Katsuzo WAKABAYASHI| Department of Biophysical Engineering, Faculty of Engineering Science,
Osaka University, Toyonaka, Osaka 560-8531

Yasunobu SUGIMOTO Division of Biophysical Engineering, Graduate School of Engineering
Science, Osaka University, Toyonaka, Osaka 560-8531

Yasunori TAKEZAWA Division of Chemical Engineering, Graduate School of Engineering
Science, Osaka University, Toyonaka, Osaka 560-8531

Kanji OSHIMA The Center for Advanced Medical Engineering and Informatics, Institute
for Protein Research, Osaka University, Suita, Osaka 565-0871

Tatsuhito MATSUO Division of Biophysical Engineering, Graduate School of Engineering
Science, Osaka University, Toyonaka, Osaka 560-8531

Yutaka UENO Neuroscience Research Institute, National Institute of Advanced

Industrial Science and Technology, Tsukuba, Ibaraki 305-8568

Abstract Since the crystal structures of motor proteins, actin and myosin head, have been solved in 1990s,
the investigations on the muscle contraction have been going into atomic details. In 2000s, those crystal
structures of regulatory proteins, tropomyosin and troponin and their complex have begun to be analyzed, and
the understanding of the molecular mechanisms of muscle contraction has extensively deepened. X-ray fiber
diffraction using synchrotron radiation as an intense X-ray source has played an important role for the progress
in muscle research. The use of the 3™ generation synchrotron radiation source has made it possible to study
molecular changes using a single muscle cell (fiber) with a 100 um thickness under the precise control of
physiological conditions in a time resolution of several tens us and with much higher angular-resolution. Never-
theless, it is still important to study the molecular changes during contraction using a whole muscle with high
spatial-resolution. We describe the molecular mechanics and structural changes of thin actin and thick myosin
filaments in whole muscle during contraction under the isometric conditions, studied by X-ray fiber diffraction
and solution scattering. The studies highlight the extensive involvement of the actin filaments in the force
generation and regulation in muscle contraction.
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