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RN DT AN LERAT DD EEY N OBEDEHA
BfOBEFEE—BUTIT o> TS KBBRPTDTIF I TASX
UNAEDAA—I VT ERIEBREERFEL. CNETF/ X—MIVEHE
HBEHAEDE RS TFE—Y. IAVVDRETIEMENE
in vitro TEHRIT 3 &ITRINLTZ. S5 EMIIGEZERIREICY
BIKBRFTDIDFAAX—I VT EDREFEICERINL. A9
FE—¥ 1 BEOBS=RBEHHRR T D EICRINLIZ. ZSULT,
FRREDY . NA TR TSV EE(PSET) TRI >TSS &=
SMNNIUTz. RIA T, flifd. 2L T SICE Mg & Eitdre ek
[CEVWTD ST DEBHRIEENIC DOV THRZEREEBIE LS,
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1) FOFUTASARINEDARA—=I DT E18F

BRURMEDRRZE L. 19 70FRI%IC A.F. Huxley, H.E. Huxley
SHARRUTVRER “EBIRYER" D B (UMB,1981) ZKED
2 )L—7F(D.Thomas 5. Nature, 1982)[C&k>TEBEINEZ,
SUT. BUIEOMFIEIRY HUICRY | FiTz I E DR A
F ol ENETHINEDIAEIL. SFRMBEEE > 72 HEAE P
X-1REI S & B EERTH ELEHNAERNETH>7=H. HIH
ST OF T4 SAVMADAEILEBRIEEERFRL. FUIHED
MRICEEZTZ5 UM, BRIEREIE. 7OF T4 S AV EER)
SUNOBIAVUHMEEERLTEISRBISND . 7I9F U T145
XUMFERDBTnm UhVa<, DREENFI300Nnm DILEFEM
BT TROE KARF CEERDDIEFRIEEEEZ SN T,
1984 F, BEI O KEXKEBIBROMEERTTIFVISAVNE
EENITFOCIVTINIVL, EABEMEEBRRENASEE
2T KBRDPTCEEARILT D &ICHKINILE (Nature,
1984), TBIC. POFUTASXINEBHDHS R TR 12
B3R EEBERL. SAVVEDHREERTRIZPIF VIS
AXUMDEMENEEDEICKRIILZ (Nature, 1988). FiA
N SHMEBEURBRRUETIF U SAVIREESYVINVEE
> T in vitro TEENCHER FLARINTEREETIT S &R
BEICLEEDTH B,

CDBEERT ITF I ISAINDAA =T VT EEFE DT KT
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UT . EA VIR FIRETIEMCHEKRD D S AV I1DFN
RETIEMPAINTVDOT HOBEREE0.2-0.3T/0UX
—HEU.EDEDHET /A=Y TEHAT 2 A EERFELRL
FEHUBETHEBRTCV\DIDT, ZOEETIE. ERBRRICLVERT
nm EEDRBE TCUMANRW, ZZ T ASRHDGEZSEID
KT 1A —RICRF L. ZDHEADEF N SEHDOBEDHFIMIEE
17/ X—9DREETEHAT B2 AEERRELRZ. S5 LT Ef%E1
FIA—=F AT BEIECDZ1— U DBETEEIT B EICH
MU (2014FIC/ —RIVEFEEZE UBRFRGDORED—D
FEDHET HAD FOENBORLIBERT / X—I DI
ETIVE1—9ZFE > TEGBRTICEYUKSHTNS). ZOULT,
EAVVIRFARREETZANN2EIZ2— U THZIEEY)
$HTRUEZ(Nature,1991; BBRC, 1994), HSREHZ LB 7
DFUITSAIEDEEIE AT7V1FUNBEEUEL——%E>
=REIEYR(2019F )/ —RIVBEE) TERREICRY . FD
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FSTE EIBITKDFDIVUBEL R FOMBEDTZICLWUIN
YOUSIURIATIMKREVHIESIE ERATO 7OV TOMEM
5T KBREASADRE TERITT DHFEL DS (TN
RYEINMBEEEEENERDEOD1DERICEEDHDZE
NTED) EFE> THND TFEZDOBEFELT =BT S EAE
EIEOKBBRNSD /A XNRED) ERAL. FLBEMEDNERE
BBRICHRU. TSITERM SEEEBRCPIIZRUR<RER
TYTNAZRTYTIZEEH TUVE, 1995F, #18 TKBBRHRTH
HER1DFDIX—I V(2L (Nature, 1995), ZD.
ZOAET . BRRE(Nature, 1995), F—9—9F(FRI)
DONEITAoEEN (Nature,1996), E£=zMfgh Ty T
FTIE U IRY DIEFREE (Nat.Cell Biol, 2000; Science,
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1998), #LT DNA &9\ VBDOHEEBE/ERA (Biophys. J.,
1999) REZLDEFRN FRIBEERBE TIDFAAX—I VI T
IDEEEHU ERPRZEDRERTIDFAX—I D IENEA
RY—IZRBEERURZ, B HRATLLIEONORIER
DEBRFER<BEFULLVERRNZL<HITFONTNS, “1 9F
YRR DRETH S
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1RFAAR—IVIEET JREEHAEEREL T HADTE
—9— ZAVIDERL A ATP HBRIEENEREDHERE
HAWNSX—5EEHFRELRL(Cell, 1998), TBICKIRF
RIF AFE—Y—BRTSVVESZFAL T DST"LRHSEIL
TWBEWVWSZETHS(Nature, 1999), cOFRRIL, 19855F
[CREBEXRETBERAR U EZRISEAZRIGIFHTULET I
Y TILTVWBRNEWS =AY TV T E=XHTZENDT
3 (Nature, 1985), 512, 2019FIC(E. DNA FUKERE
STHEBRUBRSAY U I1SXVNEE T . PIFVEHRE
ERALEHZSISRIVTVR I AV VD FIEDEEL L EE)
EEEARIETDCEICMHTHIILZ (Comm.Biol.2019),
CHUT. BB, AV U FEBOEEZL(LIN—F—LR
AT VDT SIBENETIF VT4 SRR ORI TS
IEEMNIEABICNAATREINTE|ISRIIND NMT7RTS
BB TRIDIEERE DT, TSI BEELEILED /N
AT AT SUEENE FRADEANHEFEE S EEHRAT R
EEIAVE1—9VZa2L—Y3 U THSHMIZULE (PlosOne,
2012;Plos.Comp.2014),
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BRI OWTWEIAY VY HFORE (LA—-T—L4) R4 VI HEIABICE »1:
B, ATPARREY) (ADP+P)HRREEL 4 v OBBANIEEY —HEE, ZL T, ¥t
ICATPAK B &, SAYVRTIF /D oRELTORBICHEY, £L777 V&
BAES, 2ILT IAVVE—S—SHICEA TV, AREBAT A0,
IAYVIED 2 TWAER LYY —THAHI L HBHLTWS (Nat.Chem.Biol.
2009), IFYVOERLT T EHTHERI SN, APOIRXLF—XTIF
KBCBALEIA Y VERRSETORBICH ET R0, EVRZAIE FV44
BT 79 ERHLRAOEHERY HT (BFT2) LoHiEbhTV,
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hERHEETCRATS GHEHY IaL—vaY)

RATRT 79/ BHIHGROERNPHETHE, WWREL
BA TRF—ER, HEROBGRL EERNRE L &L BN
EMZEBORROEREEEL ) £ (BT 2, BATIESHRO
IAVUHBENE LS THA, SLBRTY XYLy —hki
HEFIZEL TV (PlosOne 2012; Plos Commput.Biol.2016),

MEDFHE

1D FAR=I VT -F JEHAEAMIE. 1) BERIGEMEADRE.
FUT2)19FDNAY—T U —DRIFIC LW ERRIZDESEE
EEICAICKE<ERMULTVD. ISIC. ) NMTPRISUVEE
(D5F)ZFIAYT DM E EHRATIZT LOEIRHIEIC
BMTHBEERLU BEEABFIN TS,

N1 BFAX—I VT EF /HRDBRGTMEREANDEE

BT £ MER TOEXY FHEBO—D FEHIRMOE
S—DDEXHVRGAGIN, BRERGHEABEMELTHD. — 9T
EHAIEAMTE AL BN D FRELAIC K > T BBHED S RREEN
—%IZ 20 L EA LUz, ZOIEREIE MBS ICL 33— FEH
KT ThHY . MBS DMHXNREERINSEZ 1995 FLIE, BRGREH
STEMEE DR ISIEEEAEMICIBAL . B2 5 FRZFT 2000
WEBZDMXDFERKIN Cell, Nature, Science D=KEER
[+TE 40 HEDHBIMFERINT VD, ZORBIEZIKICDT
V. MRREEZOMOYESEERY . BREE - Bl -BRE
KRR IREBECEDIZBIC, M CEEPELRETDREMT
H3VTTRARE | EREYENICEE R MIEEDMED LD
REREYFHGADNS, BREEE SNPs YEREET IV IR
D EMRRRE DERIGAICERBULARE T RBLEWSEICK
ERYEEEZ T\, ZD6. BREEMEDRFEICIE. TE
SROHTEL DD TFDEENRZDLSITRY, N—FY
UIROT IV INA I —IRORERHREO 2 FERZ B (FH . SR
DHEDIVINIBEVOEDVEDETEBIFTIBLOICRY EFEE
MRICESNRHEESZDDOH3IEULT/—RIVEN 2014
FIIESINE,

2)1 DFBELRERISAX—I 27D DNA =T —ADHEE
ERAREOSHIRMOEREBICETZOHEESZ TVWER

RIRHIN, DNA =520 TH 5. 10, 21HHHEICA DT
HIRURIER Y — 09 J EIEEN B KEBIEERTIRAMTIE. 18
AD5 J LIEBROEEL NI TCORFERENICERTEERE
DEL, UD L. COFERRICIE, EBAFI R D %E L\ EeF (— B
200 BHUT) EXRECHEL. TNEIVE1—YDREIFHRL
BT30BEBAIDEEY /LALEICRYE DT T REENNER
DOHBIRTEH o1z, TN, FRMICHBILERREN THOTE.
KRIZBANT /) LEBFTTDHICIEREERI 1 — R
PREERY, FEEVEINOHAEDEICLDIBER THIN
EHICERDEELTENEESOT IV LEICHEZODDHBES
SZTIFRN 7. CORMBEDRRICITRL DNA SHOBELH %=



—REDXFIELTERE TRETEDHARNBETHY,

ZTORBIXN D FEEEY—O TV D ITRIRICE > GER S Nz,

CHURERIF 2010 F<SS VWA SEAKE L THIBICIRN. 2016
FIZIF 20 kb U EDES DECFIEHREZHEFEOMIC 1 Gb %1
SUTHRITT 2EENFIAEREICGSD. 9705, 1 BT
JL3Gb ZHROEMAREICRD EERIKT D, (PacBio #t&
B CHRFERTEIN TV, OvIanssd 2016 EFEENSE
BEENTIRGTIND) . CNIE HERDY3— M) — R DHRRIR
MR- —DEFIHRELT 1000 & BRERETES> &1
100 BEOMEIEERLTVD MLV YI—FI—RF—FIZL
BEOBRRET—YETZTRITOND R BENRERCER
DERBDEDICIFEBRIRAINTH D, T2 CDI—T U
—BAROIZMETEHEST. SBOEANYT / LBIDAIIR
MI—LICRDEFINTHY EmBlFE ZUTEERICEX 31
VINDRFEHVRINGR W, COEHRIRIE MBS DI IV—FIS Lo
THYVIENMN RSN EREE o210 FREHEERRISETR
(Nature, 1995)DHEEMNESE. £RF TTIDHFEHEME
ST BRR(ZEAVIDFD ATP DBTA40)0) 28,
PacBio #tld. BT/ X—YDEHE/EY) (EOE—RFrETFT
1) ZCICRETDLVIRVBREEN TS 2aEEE/FELLY
RNA RUXL—ZADBEZRRIGELVEVEE CEHIILTLWSDT
HY) . BEANBEHII L THEIRU TH B,

3VIAFRISVEH(DSE)EFAITIETIVORE
HESHMRRELTWBRNATRITOEE(BDST) K. 2
FE—9—(EJII5 Science 1999; Nature 2003; J.
Spudich 5. Nat. Str. Biol., 2007)L4MZE DNA-5 X0
#HE{EA(S. Block 5. Nature, 2005; E. Nuder 5, Cell,
2005; C. Bustamante 5. Science, 2009).&EFHER
( S.Xie Nature, 2006 ) . i B2 ¥ ¥ + )L {5 #F
(M.Ueda,T.Yanagida, Science, 2001; B, Kobilka 5,
Nature, 2017)% Ca 14 ViR F(Toyoshima 5 JPS.
2004)RETEHVTVDRIENHREINDLIITRY, BDS
FEFMANATINATRIT SV EEE. EMH FHEMD AN

ALERATZEARATI T ERD>TITLS(Chemical Rev.

2014, ProJAS, 2017). 9 FHm7EIT Ta<  ERDRKDIEE
R TEERPST(CDHERF. BDPSTTERLIRIVLF—HE
BEHORERDPSITHD) MBIV TVDIZ L= RBUKDERH
EEBTRLTWVS(PlosOne, 2014),
HEON\Y I TS URIEIET, EMOEHEHFATIRICE
HERITEVSIBERFOTVDMICLDE £EME ATHEBD
RARGEWE EHEITDIIRIVFT—DETH D, HIZIE BRI
BRBEBINZINIV T OBEEEAE 1500-2000/7Y LT
5%, TNICHUT. EFDRNIF BZES R KUEMICRZZD
[CCHBIRIVF—IE20 TYMEZTVIREZD TRUVFDE
[E.17VR) EHREVIZDRL, CNIK BRABICZIVTU X LHE
BB EETBUTVD HIHIE. KEXRBIEGEDERD T E
MRFE—I—DN/AX(DST)EEMET. SFEENZEFAT
BAAZXALISGBEWVRWEEZ | KIRKETILS EIFonkz ‘w5
IOV IOMMIBML. T2E. RE AU THREED .
FIDESI"OAVEThEERMEL. ZOEREFE>T. 110,

000/—RZEFOHADIVE1—FFRvhT—ODHIEERH» .

EES5EBBICHEBLES EIB & HARNDEMNERERY,
FIHTRREICR S ST ARRRZEFE > T . IVEI—9RYET—0
ZIFERFEICRVERZHTLSICHEI S SENDNTULSH
HAEICSERHEEANZ10009D 1, TUTRHEEEPE
WIS BmEsatt (AN M) PEESLN BN V2alb—Y
FVLRITRICENTE  RE ERBEEORRENRITSE
FEFRMEICATHERENEA TS, 2050 FICK IT 15

DHEADKEENDS0W%E<EHET D& W\ S TR RRENIRE
BAHNSHINTVWRIH, COWSITTOITIMEIIINIE F
DHEERIEATH D,
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