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B R AN N R s LA, B TP s T ik e A EEEAE, R, SIA KA

SRR AT I A SR SRR I, Bk

BRI RS K ER D A 53— MR SIE )

T A A R AR S 1, R S IR REAT HE— PR — D =R AR, LR PIANRHE ZR A Sk %
FAL 2224 B 50008 A BLAE A 08 0 B U SRkt i G —, H b A0 10 R A SRR S L, X 2
P A2 IREN ) 70 1 S Ik i B e AL A5 2 T 5000 SRR BOR AN 0 130 ) AU EOR I R e, SR8l 3k 72
MZERE G AL OB FEAE Sl R IS 1 BRI, AN SCH s IB 32 B g 2 By [RIATL A AR LA 555 T A

SRy IR SR T 2E R K i W ) ) AL

KA W ik, By FHOR, 1 G
PACS: 87.16.Nn, 87.15.rp, 87.15.R~

1 5 7

Iy 1 S ib e SEIAL S SO (B B AR) 5 E )
B3 (RS Z A B E AR %is3)
TE AT 73 e 3 ik M5l ik, P53 Sk m) 4y
FFFEE (processive) FIAEFRFEE (nonprocessive) HiX.
JIT V5 R 2 Ty 2k 2 4 I8 e v B 5K BR 2 € 1) )
AR Bk, R E LI — MM A IEH
PN W B E B U3E BT 5 ISF TR B R < 5 22 B (duty ratio),
DURR 2 Thak (1) « 5 23 LG 630 100%, 7 £ 20 Jf A ik
SLAH R APESS, WiE T AR, KB ik R HE S
F5) ik, T HARBUN SRS 1D, SRS R
Wi, (EHIF FEA5 @AW, A2~ 3l 7 3 S ik Bt 78 Ak )
“EJRT I

19 tH 28 80 4EAX, B £ 5 Ak 2R v K 1) IS 40k 41 i
A ksl PRI S| T AR E R, TS
TERLATIG 9 22 43 90 ) B 2 Al B (video-enhanced
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differential interference contrast microscopy: VE-
DIC) B4 (48 B T, Allen %5 O—71 fl Vale 45 [9] B
P W52 B 6E 1 BN SR 30—50 nm BE Y BUH A IE
WOR S B E FMAZ B BLR. B K B T2 1985 4F
Sheetz /)N RFF 78 T AR D01 A AT1 4 fik £ 5 Al AN
A i v HE S AH M 2V U 12 B “translocator” #
OrES TR, SEEL T RSN E EEE AL, R E
5 ] “translocator” 5 4+ ik 2 [F] — 28 ik,
5 2 MEEHE B33 71 55 (dynein) 1
ELA%, Wil 1% “translocator” #& 5 —ZWUE ik, fih
TR 4 A5 it = kinein [ 7% Ay 4 1% “translocator”
NYRE) T IE (kinesin). [F14F Bardy % M B HERR T
2 i FH ) “translocator” & R Z MR 1) dynein F 7]
gett. Bt TP ERR K RE, IKa) ik H i c &
FAT 14N S5 B2 A DUARAE JL S ik i3k (F
SRR Sk ) A2 IR b B AR 47 7y 9 N i R C
Uiy By ik, AT DAAR S 538 Bir & Ik i BoE 0 oy
R TR R AR B R Y IR AR SR LT IR s is

* B 5K SRR AR B TR (S 2013CB932804) . [H 5 H AR E 2 4 (HEHES: 11574329, 11322543, 11105218) Fil The Joint
NSFC-ISF Research Program (b5 51561145002) % B # iR E.
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BJ5 1143 A TE [ B8R R B iA. Vale S A 1E
1E 1985 4F & I 1 By ik % i 44 O kinesin-1, #RA1%
GLUREN Gk (R SRR IR B) ik, B kinesin), &2
) 28— SRR N i IE ) 0K 4R 42 3l s AL
H L

IR 2R B A SR B R R s T — N
FEH S IR ik IR B 40 i 28 T I s Bl R B
FE R IR (ATP). XBWEWK LB E D FH
A g aaidy, Ko 5MEME
VER, =02 K8 ATP. A 752 T- 454 b
WX Ly A K HThfE. 1988 4F, Bloom %5 131 il
Kuznetsov 25 M ¥ Je #6571 7 4 lx BK 5 B 5 A2 DY 3%
gtk (WL 1), BAEPI 2% 120—124 kD (1) FHEEAN
W%k 62—64 kD FIEREE. it — D70 R 0H W5 2% E G
I X (stalk) [ o BB HESESE L B 54K, Rk E
BE ) — Sk B (head), 55— -5 30 BE M 1 7
B (tail). IR TTEE A AN s, St &
B HIVEF LA ATP KR 148 191 1993 4E; Song

[ Heavy chain 124 kD
M Light chain 64 kD

10 nm

B 1 AEGERah ik i DY e 4 Ay (1]

Fig. 1. The quaternary structure of bovine brain ki-

nesin 1],

~5 nm

2 LSRN DIk kg R P (19]

Fig. 2. The crystal structures of kinesin-1 (191,

2 116) P g ok A0 4 25 A BB 25 I B K 3 1 38 Sk R
W AE B RS 8 W B H—A B L REIE
ARSI Dk Sk, B4R, BE— 0 MR M kR M 2
T AR IS AL ) OCHE. 1996 4, Kull 53K
27 1.8 A BBk SE 1), RILT 2 o MR HELL K B
PrEt EESMERE W, B ATP g fsg (0
8) 57— KB 2 HNEK ik (myosin) FIIEH 2R
1L, 2 BF 9 3% AR Ak ATP /KR 7 T SR B T AH
I F) S g 17 18) B AR A Hp R S A AE B
Z—. 1997 4, Kozielski 25 ['9) 3845 T WX 5h ik 3k
5 2K X 2 [ I 2EE (neck-linker) 4544 (K2,
B9—B10), FEHEZ S5 FTE B R Sk A8 B S50 1
P51 2 4% EE AR A PO 1999 4E, Rice 25 PUAIESE
FEEAE ATP KFRIGI A [FIBY BUARAEAS R AR AS::
IR B A T Sk W AR IR 45 A ATP I, 53
FHE I 300 2= A 5 S 3B 4 &) X — LR
% (docking); 243k ATP /K fif 3+ R B FR AR (Pi)
J&i, SIUEE RS A B G ). AR B R 3
e X A T TA R AT HIAR VR

FUE 0y T AW 2 51 AE UK B Ty 3k 45 M RIE 92 0 T
g 7T EE R, (HX S R EA 2 e
DA REsh L. B T ik S0 sE el sh e ok,
IS BN By 3k 32 B (1) BB I A R . 3X T )
R AF 20T 1990 010 Jg —HL B oy FHOR, JLH 2
J65% (optical tweezers) ] H L. JEEE A2 1970 4F H
DUR D28 2= A% K Ashkin 25 221 F1) B 6 BUs =
AR T B R FR T R R I Ry THERAER, K
BT %R e EHAZ 1010 nm B9 FCRE, 1T 7 59 KN
f = kAx, AL kR SEVE R A, Ax T2 ORI B
FePER O EER, f28pN(10-12) EL. 20t
80 LA, Ashkin F1 Dziedzic (23 ¥ YR F L%
T EAN B A R A K A, E S TR
554 iy BF R UM S A O HTAR. AN 1993 ST 4,
Block, Gelles Fl Vale 55 /)21 5t 5 FII H Y85 J& 1
KB Bk At 78, R pN 4 )it ) AMERE
ROR BAR I £ H s 1) ARk 7 0 B, AT 2 00 5 1Y)
25 SRR IR REML SR [ A1 R R Bh L Ik 1 11 2%
PR RS S GE T A DR B e 7E AR b, SiE
FARIE LR 2% /NER. ANER T LA O AR 3R,
LRI I /N ER U RAE, /NERFTGRIE
BT DR R, P BIEE S Ax RoR Gk 2 /)
oL (B3, fn S e sl A B 1 e, ) ik 52 (1 4h
TS IEA R A 1748, Y8 RR NI (position
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clamp); K2, W54 ] i 5k 3 2 B 5 3l % 55
I AERE Ax AR, W5 3K 52 BME € (1) 46 77, St
WL T N F18 (force clamp) P, B st T
ka3 (R 2 B EAFE, B, BIA A RIEE
1259 50 nm () EEAN U R B LIS, 2R E 5
R 22 (protofilament) i B 2kiz 3)), FF H AT LLVE L
HIHELIEAN 1 pm A AR, FHENE N4
By FHARIERS) Gikia 32 3 )12 15
o ML 55 77 TR LS ) 2 A0 T SR

T T T
100
0
=
£ —400
)
)
2
z
A —400 :
: . Bead
; _—
400 Microtubule : Kinesin
R “.;"’"‘:\"ﬁ%- isi'-‘ 4
Wmﬁ"\m(‘ & : 1
—400

1 1 1
0 0.5 1.0 1.5 2.0
Time/s

3 URE) Tk M Jy s e B s R e (24

Fig. 3. Single molecule motility experiment of kinesin-

1 by force clamp [24],

2 EH¥: B GE2FTHHL

1993 4, Block /N4 125) I A7 8 45 (1) B 35 3
75 (B 4) R DR B By ik B A 45 3 (stepping)
ik, 5K 8 nm, X RT BB MM .
2, By IRk SR SR I SR I SR A D i e 7
SkAATIE R BEAT?

1993 4F, Song Ml Mandelkow (6] FH v & F11k, 2
22 B S 5 10 OV 28 0E WA IR Bh I 3K Sk W B AE B 2
WA B WA F, H— g5 R aefEHEA Sk
. 5 R B IK B H ik B AN Sk A [F 1, AT DA R
by 0T 00k A2 28 B M 5 O A BT = A2 25 AT 1Y
(hand-over-hand, HoH). {2 2002 £E, Gelles /NH [26]
W EL S SR 51 S T X B A R T B, SR
W By ak ZE X ARG, AR TR, PR 2K XK b
BERG E2oban 22, (EH VON IR LIE ST, WXL
Sk B AW B AN LA 180° BBl S £ R W 4N
2o FE B R 45°, [RIHAE & I = DR B T ik A& W

SLBEAT I (inchworm Y limping). %4585 &k T —
FIVSERHAT R, B A I SIS I8 T
2004 4, Selvin /N BTIRI 55k B AR 0 IRk 3)
ik Horp— kAT hRid, AR5 B THROR M 57K
JeIIE, RIGIEH A kP KA 16.6 nm, IE
T R A ST AR £ (181 5), 2R BT ERE) ik 2
BAT k. [F4E, Howard /N 280 R 44 M2 B vk
(motility) SE5H il & 1 JEY) (ATP) M4 (ADP
AP, 78 78 24 10 570 F) A ) A 24 98 RO IR NS
PPy R 3 xS A6 B Ak A A 3 A
WA 7 BT Bk i AN RFE 5 W B 391
M)A BE (228 N R, 10 nm) 1E 4 & DT T 1)
Un RSB R JE, D B 3K Sk TV R N AR E 45 5 2
WU by RS, WA DK A 25
f. X R IA SR A M AR T RE 22 I T AL ALAL,

232
224
216
208
200
192
184
176
168
160
152
144
136

Distance/nm

1.0 3.0 5.0 7.0 9.0
Time/s

4 IEF Dk 8 nm FHit ik (25]

Fig. 4. The trajectory of 8 nm stepping of kinesin-1 (251,

Hand—over—gand Inchworm

‘ ye )

8585000 BoBheoo

7| oSbbese  odioase,
@ 5?1? o ofo8ve

| ccosBog , coolog,,
P S'jf)' 000 B8

5 URF)Hik BATRIEAT IR, AT R A KN AT R
S H Ik O AT R W A5 (16.6 nm), T BEAT I 4 Sk 4T
T 4047 (8.3 nm) (27)

Fig. 5. Single molecule experiment for kinesin-1 to dis-
tinguish between “hand-over-hand” and “inchworm”.
The hand-over-hand model (left) predicts that a dye
on the head of kinesin will move alternately 16.6 nm,
0 nm, 16.6 nm, whereas the inchworm mechanism

(right) predicts uniform 8.3 nm steps [27].
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PAORAIE 3k 42 fie B 5 SR GE R DA (X5 5
BRI R, JFICARRK).

2010 4F, Ando % VR B CT K ¥ ol
Iy HR IR 0 AU SN SR T 5 — S KR AR X
IFFLELIENIRE A V (myosin V) FIHPATRHA. X
BeZE IRA PR, Xk RS ik (P AT R AT g 2
H AR A i i 5 A X

3 PAF: B BERAFHNFR
GRS

R SR A SR Bl L SE VR U 5E 171128 B Y 9K
2 717 ATP KR, A2, XA R 2 W i &
7 X ok R Bl Ik T BT 7> 1 Skt g
Mzl . MBS, WG RS 2 7
TR i b B AR (s OB Fe e N R R
FE GERIEaD)? s, 748 E R e 3 SR 2
(8] 7 R0 AR R PR RS R, T AR B I RE A B I A Bt
AT e, WA, 707 D& Qe a) §E € [mis 5)7
B RARE R Sk s R AUKH T HuE, R
5B Z 18] AR AR AR FRRD AT, HAR 23K B
i, BUELREATE RHUE (RUF) DA T JE AKER
(0, IXAEAG Byl P A Sk R AT 2 B 1 ) ) — 48 ) S5
B LR pMEL &, SRS IEK AT (— /T —
JE) MIBA R (B 5), o2& ikt Al ge e A Al e
XS FR R GAA T BE— 2L HeA € [Ria 5. Xt
FEPIERANERS T iR I8 S IR A & L

N T RN B AR S 22 A0 AR 5 1 — SR
HONATR AR AR, Horh ) SR Ak
TS 2 U O T R R et T AR B R S R B
REREARR A RS (AT 210 SCHK [30]), RS T 5
R EERSHES . —. T OB U (5 T SR
L A B A Y X 7)) (0 2 iR BN R s fr
AL AL 22 S BLF A B HES) Bikiz s (/R
& bR R A e S B T KRR SE AR,
M2 MR T 5 3K AN F] ) P9 B AL 22 R 2 (61 40 ATP 45
H&ADP 45 5345 B8, LT ARNMEN S
I 5 U A X AR ELAE 3 A [ (1 G ok A g
ANTF), IR AN 5 25 55 Re T A5 40 1 A B 02
2, e AEA S BAKES T (100 ATP 45 &« ATP
KA PURE TR ADP BETRAE, W] 2 ILIRT 8 ) £ 4 A AT
SRS BRI MPOE. BT B, Hlig
etk Cvizshif s 1A tE) A RAL 2 R AR (O

BHIRALRETR) £ DR Eh AN TR B4 1F. ik
2 RNAL TP N (RS Z 1A BRAT 35018 B 40 B0
1), REAFAERIB M, ik o1t X B 2 1
B T — B N AR T TSP (451 40 T 4
P ATP 7K fift [ B st 328 85 1 47), D3k o0 F s 2 1
B AR = AR VR ) E IS B, A TE T, A R
X OB B AT B A R RSBl XA
W5 DIk T4 sh 125 R T E Bk
Z, FL EA R om g E . DIRsh Bk Ak, B 5
HoH 45 84 v f5 i Sk 1) 11 25 25 1 G B 20 B8 Bt 70 2y 1
JROR T IX— . HMEHUE, 245 Bl Sk G 5 07 55
B, S AESNEE R AE T DL 30 29 R A
Rlizsh, BEI'ESin. MR i SR R A S 2 i
R B, AEX — R A, 507 T A5 PR — SRy 4k
AREEFA (R RBEEL LA A) S8l 7 x5 RSk K
YO HIZ B (T nm) K.

B T IR BRI RS, AT ER A Bk )4
AR A AT HEAT TIRNSURT . SE% B
B ) R T A R AT — D T RE R ATP 5L
H, X ANHOR [ 5E (8 2 SN ? 20 S 2 R
#, WARHGEMW 152405 R LT 1% e 1)
ARG, R AERE; WG, MR
IESERAFE G .

1997 4F, Gelles /41 U [ il & 7 By ik 5
TP (PRI R R LA [A]) . ATP JH#E3 R 5 ATP
WEMKXR, RINEHBFERRLR, SFHT
K DHAENATP R H K4 28077, BiL T
LK 6 1), 0P a] dy b e I 5k 2 B R A0,
HARTHE— B FE— /N ATP. (Hi TS0 45 B 5
Bk, Bk A RE e 4 LR HED (B0, AT
REAE T A0 T AE 1A ATP). 38 3 5 K 41 10 804 4 it
SHTE (K6 F), fEEdt— Pl T ik E—»
THFE—A ATP. 1999 4F, Howard /NH B2 A4k T i%
FEE X )5 %8, M1 ik &5 AL ATP (W4 H 2128
1.08, BRI T FIRZE R,

AET iR 7 S, Block Al Bustamante 25
HRJE T SNG4 B4y - S0 HHE o A 7, AT 58
4 Y By 7 SRR TG 75 A5 B AN 8 PECK ) ATP
TR S IG R T IR . AL Sk P r F8
FI1E B IFAS R CAIX oy FE e Ass )R] 0 75 B A 2 ik
VE PR BUCE RS IS B NI, XN AL ES
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X7 TR E “BEHLE” (randomness):

(@ (1) — (x(t))?

r = lim

d(z(t))

RAE T GIAM B EkTE 5P ME 2 o< R, 7] LU
TAF 0 Sy ik 3 () (B 4) Bt A7 iH 5 B30l
F—J7 T, RS F R TR DA 1 IE S L]
BEAT G, 0F T AN A B BB (5, BRI AR — A
ATP 8RN ATP), 38 0] DLANER 8 b v 504 B 1) it
HURE. B 6 BRI 15 S50 I B A E AT LU, mhn]
DL 5 W6 A4S 7R B A A B Block %5 POV (g HEL 8 4
P&, R Bik—BHAE—A ATP 8 4 fe
IRIF A S BENLEE I S50 508 (1 7 i 2k).

(o
o T ‘r--v'\--r‘rﬁé T
w 0
1
5 o8 o) 0
| . 0--Q 3B g
g o O 00
g ] O
= Q
30 L sl L I
: 1 10 100 1000
ATP /uM
£
T O S . o
P
300 & =TT

Number of displacement <d

2ATP/step
K --- 358
4 — 812

---— 1ATP/2step

o 1 2
Displacement size d/nm

6 DR ik R RTE— AR ATP $(H (ATP
AR R R LUPK IR DUP BB ), SFIEZ50.77, B
AR FEONAR ARSI, Sisfifg 2
Sy 1A e B B RARCA 8.12 1 ST ZR A B
SR AL, BB R E— R — A ATP

Fig. 6. Upper, The ratio of the rate of hydrolysis rate
of ATP to stepping rate of kinesin-1 is equal to 0.77;
bottom, Cumulative histograms of displacements of
bead-labelled enzyme compared to histograms calcu-

lated for various enzyme mechanisms (311,

2008 4, Vale /N P75 #4E fin K (1422 S 754 0K
B EIEIFE T RAN 7525, 2011 4, Block
NG B8 ik — B AR A D A ORI AR AT T
SER MG IRIRTEFT. X LR R H A I, X 2KAR
S I IR ) ) R A R R R, LT

TROKMEILG, T AR Xl SRR W A4
R TRAE TJ A AR & 0 T ik B T R fift, th
RIS S X R R AT R AR

2.00 ey ey e &
=~
g
g 150 ¢
§ -i . i .3 1 ATP per step
DT . T
% 1.00 . ..“a\‘\
] L Ty ®
g .‘\,\\h !._-»—""'
£ 050 gy ]
ol oe—— — |
0 1 1 1 I
1 10 100 1000

ATP concentration/pM

7 BENLEEEE AR, W) AR 8 nm THFE
—A> ATP [36]

Fig. 7. Randomness shows that kinesin-1 consumes
one ATP for each step [30].

4 Wz 3k Pk 2 B B AL

By F SR A E T WK B Tk ) Ak A
A R, B3R 1R E LS ) ok & 24
1, Hordr AN SC B n) 2 A L R 2P (out of
phase) B[R4, B 3A B BRAN F6 44 67 5 i A XSk 52
B2k LAEFE Gk RR Ve, HARUES: S — 2 KR
—ANATP? AEALSEES . B5r 1 SEe M4y 130 ) 2%
BB LR B, AKX A DI RE 72 i 14 D2 R R
(amino acid: a.a. ) HEWHEE (K2, 89—p410).

2008 4, Vale /NH BT 3 siisE b 471514 (£ C
Uity 3 A AN R K B 1 spacer ZEAK), X Bk m) @ AT
TAEE RIS I 1 38 B B spacer
AR TR, P RKAEAY) — B iR
FriB#E1) ATP 20 H #5 0. b T 20 8% R E0mT 8 8 45
P YIRSk H S A A, SRR N 2 e
Aak 7y, Rk, R AR A AL AT B Hb U 25 S 3
BTk 77 B SO (2 RT A SESE I, B a0 STHER [39)).
spacer B, 5K T3/, HiRIE B EAS; B Xt
spacer BT AL 22 AZBE, (HAF20EE_ 5K I3 Ik &,
D) 3 3 B v, X — AT B T S5 AR S
I, AT H SR Ay S 5k 2 s Xk A i
PERIARYE. SUEETK T80, WA SRR RIRAS B,
DU S A T BRSSP Sk ] I Ak T 55 M B A PR
Roxthn, RISk A5 o WHLIE L V. SR, SLie
KU IS AT AR B8 ik, AR A I 06 2 35 0K
A2, WEoRAE A S 1A () S PEAT SRR B . BTt
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HUEEAE ki b e TIRE RN EAA
(BIANALAT FFIC). O& T 2908 Wifer 52 ) L 58 ok g 1
SR FVE, AR AR AR, TNy
RPN SR SR PR AR L

By TSR R BiE S MA R M 4 &
B S H SRS 01 20 =R A [ R R BT
“857 WM ) ADP &5 S A Crp S IR I S A
“ol” WY B ATP 4554, BT P9 Sk [R] IR B2 B
B ERPIRSERA TR HIR KA, NIZAMRES
HH R AT AT AR R AR

1) J1%:114% (mechanical gating, P8 %) 1
AL K 20U N B K 0 B AR A SR EE T B Sy A%
. PR AR I, BTSSR A SO
TR, JaBESNATP 2563, 5 Z AR A E
R 5330 v Ao, ERXMERLT, PBEE b
SPERER ). HET 3k S DNATP I, 5
RIS 2 AT R S Sk R, XS
ANERAN 5K 8 i AN B AL 6 3 S ek, LS
B =k b B ATP /K I BT8P, 55946 1 J5 Bl Sk 55
BT FESUEETK I EERTR, JE BE SR N RIE b
Bt % FF 7] Wi (WO AT BHIZ 3, B2 B B
B 7700 R, FE R RS . 4 IROX — A, RIE
HATP 454, W &A IR 5B )] & AN ok
JIVERAEfEBE Sk b, s 5 BE sk b ATP 7K, JF
D NS RS, L2 AT DR S e A B
H Al spacer, W1 DNA 21 IF 5] 4 Bh F3 475 48 7T LA
T B Sk AN RS X SRR B T SIS R Y S
R 157081 3R B #EE Tk 77 R A ML DL T A R

2) fb2#1714% (chemical gating, K8 4) P %
WL A 2 U AR X B 5 Sk 098 A f) 72k 0 S
ATP 44, R AEMEI 5 PRI, Bk
AL ATP K I3 R 5 ik Bk 2 B0k JLF
Tk, K IBE K 1)) R L ATP /KRR L
FANZ L. X PN S SR U 5K ) T ARG
ATP K. D H 8 7SN, B3k B3
RS S ATP 456, RA4Ek -
ATP K AgAE F G Bl s, 3 30T 5 Sk b3
BEM R, ATP A B4 & 2IH1- Tk, KRG L
PR Sk 2 TR F S D B ) (4 S b B sk g itk
Blr A VA kg E Tk (B 40 L T 2 31 A 2008 4
Vale /N 1) S256), B AT LASZ I 535 1 & 71 BA K Bg
BR[O R E T T B AL ATP 4
Bl R S8 A I BUEERT 4, 3 BUG B8 =k 584 I 25

B IHT AL T BB Block £H 50K 4H R 5T 2 B,
ATP 456 Rk i o st £, S8 1 e bl Sk
1) B0 AT Bia 3, (EoR SR ARG, e
A3k B ATP KR, 5€ BB SEERS 12, JAl 5 b
Sk 58 A B 7z gL 146

Mechanical gating Chemical gating

i !
H Vo |

T: ATP: binding ATP; hydrolysis
|
|

i + and i unbinding andidetaching

- — - — - —

[ [
i Docking! T i ATP i binding
! | and | unbinding
* ATP hydrolysis i i
' [ [
|

Partialidocking

i
Detaching and power stroke
B

power istroke
|

e - — - — - — -

|
| .
1 1 ADPIrelease
ADP'release i
| Y and.attaching
|

and pttaching

K8 Ik, JiEIE A, AR

Fig. 8. Left, mechanical gating; right, chemical gating.

WER 7 1L E#, BRSEE B sk x5
W Sk P ot B AR E S IS4 24 Tk AR 32 I () A B 0
J B Sk N2 B AR 5y v, AT A A5 3 4 K
SR S 56 30 B A2 8 B Sk AR B B ) 138 Bl
JUPAAE BT gk 7 5 1145 AR 0T i 2R 21 B ik
RS 2. AR, 2015 4F Hancock BF 78 41 1481 il
FH S5 R F 1) vk FEE B WL 5 R < AH UM (2
MB%” (interferometric scattering microscopy), B

T WL 52 31 24 ATP KR FEA RARAI IR %, S ik 2 1EM
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SRR S o T AS R AE B Sk (A3 2Kk ) B BR A b S5 A
ATP &5, 1 HJGBE R Bkt /5 25 ATP 45 5.
DAL AR S g 1) - SCRF <05 T 1457 BLL. H S50 S
RILATP /K fift K AEAE BRI N AS, R 2400 32k
S5GIATP KM 5, 275 1 )5 BE Sk 4 68 56 4 Wb
FIHT L, X — A5 1 id Block 21 00 iy [46] —
B, AP SR AT 1 pLfl. Sz, BT &t
FURTAE I B2 AR T B S50 2% A DA S B s 40w O v
A 2 7 (B it S it 2 RBEASA]), X DATS 2
FEA—HIEIR. BRI LS A2, H TR A
it

R BURE TR T30 By 38 R 8LV AT R A TR E 1
YRR, AEE BB 235 5 e ok s . M BBE K i
BRIy AT RIS, BT S e U 5% 3 el A
Bt 2 s BT38] 2E i A — TS AR @ —
AN 1o FE TR IR 0 A 22 A A AL 43 AT 13X A 1]
ROV ot B AR R T A SR K E (14 aa) AT
—NHBREAE. T 5I1A neck coiled coil #H H .48
SRR ARAERT PO IR T s T A Sk 2
SRR ISR BUEE (TE a5 3R) 7 AL ), JUHE:
7Sk R A IXAN T PA B SU8E ] 2 A R 80 i AT
BRIz 3l FRATRE B A A [ B 304E 1) D 18 32 3
AT TIF R ILEL, SRR, SiEKEL N
14 a.a. B, Sk Sos i ORAA. 5000 I SRR
T 3R A S A LA B B F 7 AL R A A RIS
B P 290 WA 45 8 2 Sk 456 B J7 AL 2R
S, TRV A T T B AIC. DRIt B AR Y T Ak ) 5
B BRI Re ik 3] 7 — R EE B A Ak, DR
IE B ik i dpe e e

5 R AN 57794 A (power stroke)
7% % A B # 4 (Brownian ratchet)

B TH &2 Je, K503 1 SR B0 3R W] B A AR K
B ik B = RE AR 2 29 7 pN B 8k ) (UFR N 5 0E
71, stall force), HAEATELFEF WAL BN )
PR B Sk xS AR SR A A7 R
B> 45 K BARZKHE T IX AT RE? X L8 a2 T
R EEAE, 245 CHRHADEAL

OB R FE T 715 2R ) 3) ) ph R ALY
(power stroke), X482 f B U5 10 Sk 5 1 1A 45
P RIALER P Z AR 3 5 AT S Sk B

¥ I BE Sk 1R A I (R E R ), XA R
RINFRABN IR, BT TSI A R gk
FELIEZEX, XD R 2 X ST A sh— B
B, DR A2 R AR ) N S X R T IA A R AT 1
MRIE. XA BN B H AT B3 A 5256 ) Sy
B, FWISLLl b HRIE G 25 (8 nm) #BE
BT (3M5 nm) 5152 Hrh A T AT fE
ACUR T R, (HIXANEE AR — B2 B R
Be. XPEXBALMEBEAM IR A T 5 — Wi
7t 03 VR @S R LA S TR ANME L 2 nm. 1E
A T 66— AN FEURE A AR ADL T o e W 2 3 T I A3
8 B, HfbfE A 23 nm 4. KL T@EHE 1%
6, AHEHEAR, TR B R, XA T
Bl B 20U B T I FR A 25 SR, %R
—BBHF T A T, XA A 1—2kpT A4 (£
4—8 pN-nm) P50 #5478 2 nm FIBSAG 5, B2 R
At 4 pN I T1, NREMREE . MR,
AN Bk R 7E Ja B Sk 1B 2D (R XA
8 nm) H1 R 77, T 0T DL 5 Bl Sk M 7 07 55 B
55 B 5 01 7 A IR PR 22 TR 1 R R 2 R AR TR
71 XAHHEEE (B 7B RER) 1M E R
2909 5—TkpT(%120—28 pN-nm) [31 ¥ & £t 5 th
HEEIRHEL) 3.5 pN A5 I K 0, AR fd e =
K7 pN Y IE Sy,

Ty AR T IRk TR T e B T A
AER A R, KR 5 ATP /K fig B H g
R R K. Rk SIAn g iR, 1 HIX AN L
FEROW b2 B30, T2, 2 T h e Rl A
IR I R B P 4, BiA 25 (8 nm)
XoF A1 T A 5 2% DAl A S T /K A — A~ ATP il
1 E B AE 22kpT (88 pN-nm), H L AJfl & H XT 4k
KITH11 pN ZE A, i KT 52 bR e .

SRk, S0 AR S A0 0K Bl T ik ) 2k 1 5 ATP
W 2 MR O B8] X Rl S Bl S e RE AR A
TR R ;T AR B R Bl T ik 1) 23 7 5 ATP K
JE T 9 7)) 3 Fa AR 77 2 Ak AR R B AR 1.
T SUMRARE 27 8 AR 38 A RELARL H S ol B A2 g {1
R FRAS BEAE B R IR I I ). TR R
Ui, BIER I RIREE A& RE R MR R (BIA W
T % R RE 5 BT (A ELAE F 3 A I BB i
[ H B RS, BAE B MR R (P HUEs). 1L
2N R ) Y Tk K S A I SR AR 2 N
(1) 33 6 A R AR SR AR R RABE RS KA
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AR IR ik R A SR TR, b IR 2 T B
BORH A EIE T RGRE AR, 120 T 3) 1%
Ak, BRI, B AR ik ok g, TR RS T R
AR AR | L o A 7 R ) S AT BB S (Brownian
ratchet). FUTHNE 2K, &2 0 HERESELA R T
a3, IH5FTJ7 60 OB A BB R A AR
W, 5RLESWAAPEEEEML, &5k
J 77 0 s R B i 3 T (R Sk — B B v
AR IR B, 3 ARk S5 St s 5 81, iy 5 i D7 7 5 IR
PR TR (— B a AR, Tl
RS T, PR T A7 RS BN R Sk s B
BORER, 15 SIS AT#EIEX AR 7y (SLgR ] &
e SCHR [53]; VR AH B8 70 AT 2 B SCHR [59]). 2
IR, LR AW By kR AR S H B ) AT
BRI EPGE R, N T RIS g AR B RO A B R
R, SRR E NN ik s T
&, N I — Ly 7B ) s B R B, B Sk
S AN b ARAE R AT RS B — BB, TS AE
AT B3 FHRAT TR AL, ERRA S 25
SEMLBF 1204 X IR A B A S H, HR T
B PR AR BK 50 T 38 ) S ), O e Sk iz sl it
T TR, 5 EX S IE B A 5 AL i
AR AT AN L X S IR R K
M) — RSB S F 0 38 A = S I AROWE vy
Wk R B A, AL TR DTV, X Sk AL
BN AT T AR — RS, Rl
FEHT BN BiEEsh i m k. Rk
PAR B L RE B AR 2 ) (oK 2, 15 3 BB E 4510 42
HEFMT000 (RS, 1% =38 AWARA B Ik
T 1Al ET 5 AR PR EIEh = R, R A E W
AR E R A . e
K FH B 7 5 T AR ) 2 72 S R Al ) R AE IR
I 5 AE R, 1K — R AR R A TR (5 B A B
R 7 THLEE (DNA S 68 RNA JE S0 A% nE
A5, Ja MR A R R AL & i B b i 22
s AR 7 H HEE B2 S, M SEIN YY)
4> TFIHIEL S (kinetic proofreading) (01, B Jy 2k %
(kinetic selection) 7EE4)5= 1R ] fg & — N il
MR

bR AR, B R MRE R T
AR RN, SR I AR B — S5k o
VERR TN, Ak, BT3B AT, A
AT SUBEA N 2 B oot JERS LT T

KESLIGMIRHT L. 1999 4F, Vale %5 21 48 F 4
PR ROGILIRAE B R F2 55 2 FhOT vk IO 5 3|
T B R — KRR R AR, (H L AT —
B, H 3 2008 4, Karplus 2 9] 45—k
TN I T AR T T SRR R RS, R
M ATP 454 20T S R4 & DR, ik
Z AT ad, o6 FHLE R AR AR, TS 2
BHH Sk EKAINREMIKEL (cover strand,
CS) fidle, W REGZ IR “hr it 77 XE ST B
Ji |2 45 %4 (cover-neck bundle, CNB), & it 33 5% X
. ARE MBS T CNB B 0= A2 (1) 77,
FEAE—E MR SR N3 EIRECH 7 pN B 2R3 /)
(IXAME LS SE58 I 25 W) &, (2 IE a0 FT iR, X
Fh T3l 77 R (0 At 5 R 0B AN TE). 2008 4,
Khalil % 0% 3 i 5256 % CS fik B ik 47 7% 57 il Bk,
SRR CSXTT CNB FATREA T B SR, SLE8 F X
CSHHATZ R 5, BikkiE 12K, 584515 CS
Ja, KIE S FE R 1.5 pN. IXLEHK A CS 2 £ 2
B FT0. 28R, GowT AR, SEae b I 2 () 2k
I Z PR R P2, A K AT REAX HH CNB K fifFE.
FUFERHE R DTRR B R A 2 K, A R TR R A A
SEIG N LAY .

6 LkrERIAZ

4 DK Ay Ty ik fir 7K 52 1 S ER TR I, LAy T
SR B ik AT LA R AT, X FH S IR (backstep-
ping) Bl % 1 5 1 Block /NLE 1994 45 & 31 03], 24
SR IIIR/INET, JE IR DB A F A, RIS E—
RYVATHED B2 8], {0 Bk B i, 518 1)
LISy NS BE ST SV R WK 353 N
i, FIERNES. X I RAM A B, 1 5
BN Tk AT WL IR NER AR, DRI T T2 9%
AT

2002 4E, Yanagida /N4 04 68 s2 96 & 1
Y A= 7 IR A By SR AN [F) 47 48 7 AN R ATP 9K BE 5%
PERRTERAE RIS, KIL T AN EEHE 1)
AE RIS R RS R, B0
LA IA] (dwell time) #5BE ATP ¥4 B R 54 0 i ik
b RIS T R ATP 0% 2) Sk ni A a
EARZ WA AR T ATP IR, XtBRHL
KR RE SRR T ATP R, 2005 4F, Carter Fl
Cross P71 ZE 58 K (¥ J3 Y6 Bl 0 98 7 RS0 )5 1B B
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R, =P T EIRFS XA FSLRH, Bik
Ja B FEAN AT e A R A R PR A SR
Foe B, MadiitdF2HEAE ATP, 5Bt F2
ARG AL ATP, NSk FE ATP 240 5B 1T #2,
EE5E—APE. MmH, G ATP 2B Heertmn
AR, DRt AR 2 10 £ B mT A0 ) WX A 10 i 72
KA AT REEARAK. FHELZ T, Wi R 28R
KR ATP, 43X 5f I B 38 % 2 B H HH R 1
B, AR TR TS, S— 5, a0 E—/h
T, Yk R, SIA X AM T ) s
BT ATP /K A tHee, Bl ) bR 5 ATP
WREAHSG, X5 A G, Bk, B4R IKE) 5
1K 1) 56 B 38 B R A g FH 7 R RT3 R PR A R
(51 T . P 0 PR SR 4 ) 1990, TR R B T A1)
SN % . 2007 4, Liepelt Al Lipowsky [ 15 7k
TFRE T IX 5 TH I RAFCHEF, MATxS Bl Fr i,
SRR AT A, AT RS iAW
B —3, INNATP 5T k&8GR 7 &8=
JabEk I ATIES). o T EIR IR, VR R 7 OREL
BEREE, INNATP 5 5 bk 145 & fil kB2
(IRTF kM FiE 3 (JERE . 7T S A% Dk m o 1
W7 IR IER € L), 1 HAE AT 5 IR I R R
W ATP KA KA, IS 7N B I s ] (H
2 = P g PR i FE Y ). X AR R AN AR G e
BT Bk s, i B E LA A RS
TG HORE. 2009 4, Onuchic 25 57 76 %} 5 £ 5256
O AT A 0o A B kAl b, 2k T Lipowsky 5§
NI E IR B (A JF IR IR R K B AR,
ATP A 77 AE AN A2 2 AN [F] ), % —
B2 R A AR I AR ) B E 45 T S S TR R
BARIX ST TAREGE T EARIE A 1 — 20 i
ARHh, AHEANTERSRA S S T ik e iR A2 AT

2008 4, Vale /IN2H 7] 5ot B A5 78 01 58 AR 4K (0
HEIN) KB Dy A R LK 52 J1i8 30T T RS n)
Fi, JCIHMER B T B A2 2 iR TR ToAT A A% (i
Hh A B 7 A R A I ) B S 0, GX 3R B R
&A ATP 255 | S AK RS S ST, SIAH]
PAFESN I R P AR RR BRI 3hiE 3y, IX — &5 SR
BT Z AN IBAT E B AERE S 5 A, Rt
IS B EBANEAE B i T 2 Bk 2009 4,
Onuchic %5 57 ) #R B SE — IRIA BRI N T ik

I3 B 5 1847 A (JUHAE S A IG5, [FIE
W& T T R WL AR (LR ARAE ATP A ),
P THCONE M 2 B E R E, X SIARIEE)
AT NIEAT T B AR 8. AT R4S SRR, 78t
BRI IRE VA AN T, Bl AN A i R AR
BT LA, RO A AR ok R R X e ik B AT R
BAFEE. KW — PSR 7 A IR ) B IA i
HE - JE IR SUE .

2011 4F, Block 25 P81 3t — B VEQBF 72 1 40 Ty
YER T BiE AR (FEEINK) FFiR iz sh s, K
fEm T REIWEER T, BikfFiR#ZHE L ATP
WEERIRRTTE KRB 1%, HESEE T — 1 0E
R LR O R S AT Ak, R IR S, T HaESIN T
— AR ROK AR (SR AR S, B, B
BT D IHFER ATP 4> THH AW ), BT g
R TSRS, BoR i) — DS TAEXT LT 15
RN B3 A7 1000 7 56 58 25 1 5 5 A A0 1) 3 )y 2 3
PERATINE SO L, SR E FESh /15 B 225
A DA S 25 T o OK M, T X A & PR R et 25
FEREAT 1 o3, wn Rt — Lo e TIERES
BNIX — R, AR To Bt 2 BN B A A ks Tt Ak
AL 55— AN UEHE. BT 258 K, SEE K48 [ %)
ik P Sk I S 20 P [R) Pk 22 o B 2L i b AL 45 SRR
B, S0UEE A B 2 7 E s ) 2 AL SRR A . R
12 /T A TAE R R B8E 1K B 5 T I8 T
MAEEYI KR ), A KRR, X THAERD
AR, FUEE AT RE A PE HIIRe M i O oo, &
P&t e titl, CLORRE B8 TAETE s RS,

R S A AR AR B X AR A SE IS R &
1, BIEMERITAREEAFRIENAEY YR XL,
H A A5 0. 0 S B AR N R B S A 1
AEWEEIIRE 2 — (B a5 3h )1 A R ke ik 4t
[ ia FEy6, KA 8 H 10 a8 n] LA ingaris i v R
PE), B4 Sik SR B [ JE 1B ML 1 AN 2 B
et R LS, g dEE L ER. BRI,
Tt I 2 i 5 RORELIGS fiki, 38 A2 ABh g 2
(50 #7197 HE R BAE AT R T ATP /K il i B 10 46 1F
T, JE i R LM LUR A BT Dk 2 an el A1
H B 2546 (1 a0 2504 ) LA T8 B SR F 1 3 iy
o JE IR BB IR, ARG TR EIEIE T B
SRR TR T A I A, XA AR R A
o7 B A2 B IK B B 1A BE 22 i AR AL IR AR
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T REHRE

I B £ S AR A B T T 2 BRI
DEIUANEW T ik 2z —. H 1980 R IK 3 &
A RBLLLK, AMTEE NG 250 % BiEE L
TR T RER A, JCH R B TP Bk
M BT, REUERE T Sikissh s, w1048
N T R SZEREZ AR, HhAa 1)
W K By 3k oy TR %, AR O 1 50 25 5 3E 4T 9F 9K
HArO&H 7w, flinSiki b n @, K
LTSI AR A OK B A (AR ) 4 IR Ok
A8 7 Aob ik, KRy — AN EE I (8 nm).
N n, 78 By ik a8 By vy i B A I SRR A B
Ak, WAELERRIE T 73 TR I 3] 1. (]
an i) B e ATP /K AR SSE, AP 70 e B gl 4 K
KD, BARJUA L5 — BN 7 S8 0 ) #
SHRGRHIE, ERG  B AR H BTE A 1R 2 4071
AHAE. AR 745 H I B R AR ], H 2
BIRKZE R, Bl 11 1AL 1 2 4 B
MREAIAG BB 2 . IR EE IR TS I 10 i S 1)
15T H A1 SE 50 F BOS Jo vk B B2 R B BiA 1
A E LA A S . RE MW BE
FAAEAE X MR] RE, 1 AR PR ¥4 VR FRLE BR BV 1T
AR B IA AT 78 2 1) 32 B R IE R AT ATP fi
RS HPIRES (B8 ATP 454745 ADP 45 54784,
B HATE RS2 — AN E R,

Ty AN ARAF B VI I ) R A I e
A AR RIKE) Bk 7 — AN S R A IR IR
WK fE—A ATP, B0 H RN 80 pN-nm (AE 3
AR, AHE X AME T ) EBR /2 56 pN-nm (42
PR, KRERFEMERAF 0% Eh. (52
FHLG, WEHE Bk ATP & B IE /R % 7T LA & i/ 7K i
ATP, P35 & H I [t A2 (65,690 [R] v 76 32 30 2 isf
Lk JLF-ib TP i s, L Be = % A6 AR mT DI 2
100% [7O7H) - ph bt my DAHE W7 3R 2 5 75 [ 7K A &
A R, BikiA 4 TAEE IR e A T A 2
PRl PHA (RTSCHeH, X — SO RE T AL
ANPEYE TAERIBAIN). e, RIVAE AR F2 2k ad
(2T, Dl i) TAETEIR i 2/ — B R AT
WL A4, BN B AN T D BRI AE T
X 30% (M4 E e RE? AR AT IR 1) Bk AT RE
MU, FRATTAE D IX L 5l GEAR PT REHRFEAE JE B Sk b

ATP KA LUK B S Bt 1 e X AN 2 R
AT BRAESF3F T E AT DOE 2P, X
B BILFARZ IR, BIE AR B ik 2Kk
I, X PN BRER AT RE R AN RIS ) 9
DIEA i BE 2 5 e 1A S 96 AT B VR A DL T 70 R AIE K.
AT By 3 S5 R BEAT 2508 T 3R T e B A A R
(B DR RIE A7) 7 X TR IR A B AR AR
MR BN 38 [ 45 K 5 P RE AR AR R 2. AR,
BT R EESH IS A S HCEXEN &, HANeR
HETT RERG IR RE B 2 M, DRl kb 3 1) i AR A5 21
RNBIRIT T, 3X A AR OR BBl By I F 5 v B 3 5
e 2, RO F SR 1 SIS 5 AR LUK R
B 7 TR,

B EIR T A (A AL, A — AN ESEOR A
fef k. BT SCHRBATEA B TR T Bk W 7T
FRER T % X AT AR, HATE RIS
LT REIT R MR S By ik i AN S 08 B4 23 M v
B sAESER k. RE W, ik il &
KERFEERSH (SRR ER). 1R
R 53 7 S b (A B LA I (B0 ik
L BEHLEESE), RS T i e A a2
k. e DA B 53 S o v SR U T RE 2 (K15
ERE AWK ESH, B T ERSSRAIEA S A
AR A, G ER R R G Gt oM ik
JE AT AT 207, NS B[R] 3 A (dwell
time) SRIRAIHT B TR | DU 7 45 (72750 {H

FRJEATHITTE), Wi 5 5 % B R SE o i 5k
i, —ARKREI S LIS G R EE T .
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Abstract

Kinesin is one of the most important linear motors for intracellular transport. It has two main features. One is
its persistence: at least one head is attached to the microtubule during stepping, so that it can move a long distance
before detaching. Another feature is the tight mechanochemical coupling: it consumes one adenosine-triphosphate for
each step. Therefore, there should be a mechanism responsible for the coordination of the two heads to achieve the
high persistence and tight coupling. The underlying mechanism is the mechanochemical coupling, which is the basic
issue for all chemical-driven molecular motors. Owing to the developments of single-molecule experiments and molecular
dynamics simulations, a breakthrough in the coupling mechanism has been made in recent decades. In this article, we
review the progress of the relevant researches from the perspective of kinematics, energetics, coordination of two heads

and force generating mechanism. We also present a personal perspective on the future studies of kinesin.
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