Chemotactic response with a constant delay-time
mechanism in Ciona spermatozoa revealed by a high time

resolution analysis of flagellar motility
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General introduction

ROV RE 24T O e MAFHERN Y CIE, B ST, R U & 9 MK ~JR S au 2 5p &
T, TELREFHERMIC, EMECT 7 EATE L) IRE LI TS EBZ2 6D, £D1k
FRh 0 O TR LK O L < IR, RIC & o TRERRIZEWIE E DR ITIA R 2E
BT, B0 A< IIZERTE, BV CTRIE LK T& 2MBFOML 2 %15 Ckiz LRl S
%, DRAWERE, RN OE SRR, Tt — —% v B OIRHERIENC X 2 BT EE O
HEE, WEPK ST ORERLY 72 &, KT EEMERIGIEFE TR O8O T, AR b Bk
BROWBENL L EENTND, TOMIZYH, SEREBYOITEN Y — U HlEc kT 2 &, FEHE
(ZHA 70 @B O AT A D K I X D1 EE T D MR IR 72 CREALPE R TE TV D A,
LA )V ZBEOHIRI T CHRITEI Z R L T\ D aiie &L Fox DRI 2 i+ % E©
b B TFEETREOS 285 ThHDL, "M AIAT 4w 7 AOBENL L, HlIHOY 7 b
=7 EZFURRDLIERIIRENVEEZI OGNS,

BUE, ZO X REFHEEWE O EMMEZ, ROX S —Eo)SFEfRe LTRSS 2
ENRDDo TS, FT, IHROLEH G WE O E AR 2 FR R/ ETEm L, 20
I & o T, MIBATIEB O IEIFME DR & OB F — L OB, HDHHA I
T CRET OB TR0 b | ZOREE. ALFEFIMEOKIEIR TH LN LT 2 &
D TN E S HEGEB U ZEIET 22 W I b DO TH D, ZO—HOEEKGERIE, %< O
PR, FERC XD iR L THIE T 5720, WKFTETEIIMNRLIHES LA
ELT, BT LA TEELREEN DL LEEZD I LNTE D,

FBroEET, CNECTESFRIN TR TEY . BHEETHEEY CITFRF RN L2 YE
Lo THFEIND Z B> TWVD, =& xiE, &Y%  (Yoshidaetal,2002) , %> = (Coll
etal, 1994) . 7= (Ward et al., 1985; Guerrero et al., 2010) , & k7 (Bohmer et al., 2005) , A 71
(Zatylny et al., 2002) , 7 U £ (Riffell etal., 2002) . W44 (Olson etal., 2001) 72 EOFIRHI S

NTRY, ORI, e RREHERO(EEF S MENRE LS DMK T O5E . K125 F



FEDOIIZ BOITH/ICEHETHLEBEZ LTINS,

WBrFHIWEOZREE L EEEEROHIL, W OO THRESNTEZ, V=13, BT
FHERWE & L CHE 4 D sperm-activating peptides” (LA T, SAPs L&) 23[EE STV T (Suzuki
& Yoshino, 1992) . Z#L 5 D1 Tresact” & “speract” &\ 9 AU ST F ROKET- OILEFH S IWE &
L CRESITWD (Ward et al., 1985; Guerrero et al., 2010) , Resact (ZxF9 24 1-#ilfig Lo %
RIZFIE SN TE Y, REBHO guanylylcyclase (LLF, GC &IT) THHZ EMBH LM
TUW% (Singhetal., 1988) . &K GC IZ X > THAM I 4L7 cyclic GMP (¢cGMP) 1%, ¢GMP i
BRI K" F ¥ 224t LTz KT OFiAIZ Ko THEEM O 2z 5] <8 Z L (Galindo et al., 2000;
Darszon et al., 2001) . Z DOEEA O, RIZHIIEAND pH & Ca* & cAMP OEE % FH &
% &9 (Darszon et al., 2001; Kaupp et al., 2003; Bshmer et al., 2005; Strunker et al., 2006) , & 9 1
20 SAP T®H % speract D FAH H 1T GC IEMEIL /22 (Dangott et al., 1989) | Hllo> GC %3 &
BEKREER L TWDZ END> TS (Bentleyetal., 1988) , St b (dsteria samurensis)
® SAP T % asterosap” b At T DILFFHE S IE & L CTlE= 5 X (Bshmer et al,, 2005) | DR
K% GC &M% FF> (Nishigaki et al., 2000) , Asterosap (275 % S 4172 cGMP @ _E&- 1%, HifEK
Ca®'BFE ([Ca®]) D LFH % L7257 (Matsumoto et al., 2003; Bohmer et al., 2005) .

M PE SR HEBI) O RS 7123861 H[Ca™ i D ERIE. —MRIC, MfaE LD Ca™ F v X% LTk
Z %, Arbacia punctulata (7 A7) v 7 =) TiL, resact 25 cGMP & cAMP %4 L C[Ca*']; D EH %
#H3 L (Cooketal, 1994) | [Ca®]; D LEF1E cAMPARTEME-KY T v %/ (K -selective cyclic
nucleotide-gated cation channels) (Z & > CTHilfl S 41TV %  (Strunker et al., 2006; Galindo et al., 2007;
Bonigk et al., 2009) . &Y TiX, Ca*'F ¥ R /ADNE T OIEXIHN MBI O R Z L, £
fEgL, A eMEZ R TRk XY — B E T D (Yoshida et al., 2003)

FETFHEBE R IE —IZ[Ca™ ] EBBICBR L T D LB X b TWD, HEOEIIFIL, 12X
AN OEEEEZ T 5600, B FAIZ L > T, T 7eiRiE, Eihs, s o
WD ENMBILTND, RE BT S5 M1% P-bend (principal bend) fHI, SCaHl 2
R-bend (reverse bend side) ffl & PS5, ZHE T, KT ORIEET /WIS 5 HEEH K O PR

D3 TR D Ca? JERE & BEICEIR L TWA Z ENERMITREINTWS, -&21F, v=
6



(Brokaw et al., 1974; Brokaw, 1979; Bannai et al., 2000) & 7~ (Brokaw, 1997) TlX. FEME(LIATK
oD Ca® IR E N FHEMALE T VO EIETE OIERFRIE LR L TR Y . CaIREN EAT25 &, P-
bend & R-bend MDA DOZEN S HIZRE L 720 | IERPRENIE T Z L3530 > T, LavL,
REFHe 2 L1, A Y ORI E CIXRNER & BT A 1 5 RE) 22 LIS A 23, #IT Ca*'-
bursts ([Ca®]; D —MED TR L5) L —FEICBIRE SN DD bbb T, [Ca’' ] ITHEEWTE
DIERIFE & 1%, B —x—TxHed % £ 9 2BRIITARVWE W) G H D (Shiba et al.,
2008) . flIZ H[Ca* | & MERWTZ OIERIRIEDO R, EEDOBBRORN T —A0R, U=k Tb#
HEENTWS (Bohmer et al., 2005; Wood et al., 2005) . N SDHEEEZEZLH L, [Ca | AEMT
K1 OMEEATOIERFMEZ R E L TNDH D TIEZR <, Ca¥IlZ K » TEMAL SN D0 & DR O
. HDHVEL MOEERIRERIC X o THFHEEFT OIS FRETEIIZHIE S 0T 2wl Retk
DAV,

HERAR Y R 2 L= g IR BB BT Y | Friedrich & Julicher (2007) 1%, ¥ =k¥ M
INTES < 12D DI &4 2RIt & BIRTTDIFKRET LTI I ab— 3 LTWD, 51T, 1k
FED B R T DINET DI O OB 2 UET 5 Z & T, BFMRINc ) <A TE 5 L
WO EIEET AN TE L2 L AR LTS, £/, Guerreroetal. (2010) & Bohmer et al.
(2005) 1%, 1% & O Stopped-flow 1EIZ J 2 EEFERICE SV TEMMEME A XA L T2 5 0.1-0.2
s DISEDENRHM’HD Z 2R L, ETAFROZYMZERLTWD, Ll ZOERIER
O BRI AR DUV TIEBAfE 22 7B IE 72 v, £ 72, stopped-flow %&iE 2 F W CEILEWE % 8
TACREIC G X 2RISR B D BOGIRIE & | K51 DOIEK IR Z A0 22 IR B A B O ki
BOGH I & &2 ED XD ITEEDIF TEZX L XX DORMERE TR0,

AFFETIE, EOX D RET NV EFHMRIEST 2 BT, FZ, TOFTHESFEELZLEL
PINEEZ RN ER T EoNT ERD2FRIIMP LV RICER L T2 L7z, £D
ToMTERDFERIL, ADLTA, FERHTHLIN, LFFHIWEOZERITHAET H 2
DBIZEFRRRIBEN 5 LB 2, 1 DITEREOWM R E . b 1 DT FHNO[Ca®' ] D
FEATHDL, ZNDOEELHEINCEIOE S 2 & T, BEHISEORNDE ST LR DHDED

B O HOHNNL, TOFEENPEAHARZTEEZTHTELEEZ T,
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AP TIE, EPTARMZE TRID TEA U 7Bk & #E B8 O 7 DV Tl
Do T TERUTIH LWTBMAT FEN, JERICHBUC, BT OMM 22 28 & M T & 2 808
HOENCTET, H212, ZOWRBEOFNIE Z 213 T OE(MHISEDORIDE >N T L7225
FENNDIIIR D0k FRT — XISV FIEIC L - TRdiz, 31T, Zond e
REFEREBINT HI-ODMERXTXT 4 7 ADET N EER L ORT, H410, AFETRE
L7 —EDBNRFE OET MTHESWTEMEDFEZ L I 2 L— a3 Tk EbEORR
A L7z, BRI, BB 28 e L TR OXE T O JE O DMK ORIV E AT L. ELIEWE DR
FEARLDS, K FOWEHATEIH S TOT ALY, 2»2EREELNZYD T2 AHEEMHICOWT, ML
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518

RV FERTERIC DT &

—EELEETIL

GO

K1 DII~DOEALMELEK T . RV R I FR RO L EF S MEE SR L. REOMEIC L -
T, TOREARZEMT HLEZXOND, WFEHSIME LI LI, BHiE, RROHET
B SY — G D BHOWEKINE 2R L, 2 LTS B O KU T & 2 IS kg
IS T <, Shibaetal. [ZARVIFTIZIBWT, (LFFHEIMEOEMEL, MIEN CaRBED A
W EANPERZIDZ 2B LT, LA, Z ORI TE Z 2 Kl O A b7 i) 22 it I3~
HOEETH D, AMFETIIRVICWTHUEFRE R EZAET L4 A4 I 7L Z ORAEHEICE
HL7, MRRTR_REE 0 L b EERBEOODE DL LT, EMISE DRI DN, WO, &
CTEZIZDEHRTHZEN BT bND, EOTOITKFOH BT ER) 2 5T TE 5 X
T, @HE T A 5e ek (600Hz) &, HEEHT &N 1B O WK B O AR Z A b 2 et 2720 DFTHLD
FEZEA LT, 2RO O G EEIOISENE Z 2F1H 5 L ME SN DI FHT I WE O
BEORBHRNE ZIWZH D0 2HE L, £ ORBFRE R O IER) SIS E TOEBNKMMNTE AL
—ETHDHZ L EBFHA LT, ZO—ERMOENZFDET /VOEMENREZ TN 572 DIZ,

AV FOEMEREFH O Va—HF o Ialb—ra 2 {To7,



g2 A

RO LWECIEIRE & JI~[0> 5 IS IL, REICmT TT O RERFOEERZ A

7 EE R D, 2L OWHEREHEY CIX, B3R EFTIWEEZE L. TOREANR
FREINT D 2 & T, s AelEKGE SIS KO IHFRIT AT 5, T2l XX v=RT
DEMEDG G, £ OEBOFEMIITM 5 TWT (Cook et al., 1994; Ward et al., 1985;
Eisenbach, 1999; Kaupp et al., 2006) . ii& )55 % 2o I ik ENE O BRI 2 F 2 HiTh i T\ 5
(Alvarez et al., 2014) . EfLMEF OWEIK N Z — 2 DEAGIZ, WL DONOEMWFETLE L 726 D
T, DR S DZRNGMIANOE 5O, £ L TR S Z — 0 Ol X 28
BET, BT HOUSHMNE, B RO EBHIEEESFEEL THDO TRV EEZ RS
No, BlZE, EEEFHEEY TR, LA WE ORI 20 & &R 13— E DI E £ 7=
ZHHGE 2 Pk <A, LA MBE OREAR 2 M 5 L BT 02— L 2RI X Dl
HLUEZ 2L SE 5 —HOINEZRT, FOIREITFEWANER & BEEK 2/ T, b oMEuE
DK /NE —NZRDENI D ThH D, ZO—#HOWKITENVZEIL, BEHEE T2 Ii~ & mnib
DD TIE/ <, FERIIZINA~ TV WG FT COMBEEK Y — &2 L b L HIcBbswd, 2
DFISWHRY RS Z & T, W3R b FF I WEOKIIR TH I8~ &5 <,

Shiba etal. (2008) DIREIZ LD & ALFFHG | WE O EEABL O BN IS MIIN Ca* IREE DR R
W BRI mWHERF NS — DB B SN D, Lo T RV FIZRIT S
N Ca™ IRE DTS I TR OE TN OE S BEDF| &4 L R 2R E R HIRED 1 5T
boLEZBNT,

RIFZET, bo L b EE THRAMNAREEM AT CISE DR OBRICEET 5 LD ThHhD, £
F O US55 I E 2 F IR E IS Db P2/ ERICZRF SN L0, b LL
X, ED XS L THIRNDOE SHARZE DO PSS N F — o DL EZBRB S E DL DN E VD K
Thod, ZOBEOHRTRIZER LIZOIE, WOED XL I L TR ML H 5 [ E O FE A

DIFZZREIT 50 TH Y . THTEMISE LM SE 2 WA %S L LT, bo b bHE
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RETHD EE R T,

RYRETOEMISEDSATHE D, BlE SN Ca¥ RED EFIE, 23R vIcks
FH IS5 51 E Cd 5 sperm-activating and -attracting factor (SAAF) D228 % Jddn L 7=
IZHEZ 5 EOMINSIED 1 2 THDH EEZ HiLD (Oishi et al,, 2003,2004) , Shiba et al.
(2008) DFFFEIZ L B &, Ca¥IGENROLND X A X > 7%, KT OWEKEED T SAAF #2
DI/ INT 72 D HR Z FEF DR TV DRSS L T e, LinL, EDX I LTI DRED
Hi T Ca¥ BB & Z END DI OWTORMERFHHIZS D E Z A7, H L, Shibaetal
OBZETHER LIz Ca¥' A VT 4 7 —# —CTHRIBS N 2 BB FORETO Ca®' &N b 5 L ARE
T 572 01E, KT OEBOMIBNG BREIEE T, KT 2MuFah 5 %8 oM\ B 5 % @i
HAEMNZ, T TR EHISNTNWDHEEX LI L LHRETH D,

AL EREOB HL2 T ML, U =K1 speract JFHRDAY 27 I/ B LF75519)
E) kT BINE BT A ERNLIE SN TV D (Guerrero et al., 2010) , 1% 5%, KN
D cGMP (K7D Ca? 5 5 A EBIELS T T 5 2 & T, W EAMIRETE OZ /R X > TREFE S
WEOREABLOE B ZREM L TH DL, MIENO TR FROCKERE £ TIZ, —EDEENRFRH %
FRESELWELFF > TVWD Z LRI ENT, TDOX D Rl S ICBIES A ~—I%, V=T
DEMEER D, £ 0.1-02s EHEES I, ELHEISEDD £ 5 EVWWZ A I 7T, FiD
CIEANTI SR END L EZSHND (Guerrero et al., 2010; Bohmer et al., 2005) , 20D X 9 7252
JERFFEIDE T T K - T 2 RITD ME R 3 RIT DIEFEILE & vk TV D 7 = D LS
BANZOW T & T % (Friedrich & Julicher, 2007)

ABFFE T, FEOBNMOET L E AT CaIEE ORI A Y T OB ERNIC K Z 5
i S PDOZALDBBRHI T E DT NIT OV CREMCIER T, HOEEFED Ca findk L Ca' & R
32 72 O DB EATR DISEIZHIER & 2 LAE L. Ca leEDRTOMEITIZH N T, RO
FACTORMRIE LN Z 5 EHIFF S D, S HITR LA L ZEGRAE T T OBRIE D%
1623 & AUIEHE T I O WK LT S DB N Z 5 2 & b #liffan s, 22 CaleT
Faték (600Hz, FFfZREE 1.7m s ) ZHWT, OB & OFFMRT 21T o7, 2D & &R

YOI EFTHEEITL60Hz L F T, ZOEMIZ 1Tms L ETH o7, SHITHBICEA LB
11



PR 2 MR I & WEDKIAR S 5F L TITVY . SAAF 12T % Ca? SN BELL T OMIcE = 51
M7 E YO Uiz, 2D X 5 72 FEERIS SAAF 2 A)BLO IEMER A SN E Z12H D h»

EHERIL 7=,
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HBREEE

EFESIMERICHT 2B FORMUEDER

HFHBWE T OF = N —TORETIL, RV HIRIIE—E DR L lFGHE ., WFEkT 2
ZEMB, AWM TIE, WK OB OME L RO HiEE LT, XY EEORDYIT, Figl
WRTEOITAE 0) 2V, EFIECOIC, EEKUED L TIRFEFELIE T % SAAF D
HFIZR IV IELZ ERT D, ZONE, BIUHBFREoMm 2@t 2/ %2, £hEh
0=00 (05=0) . t=To & T %, WIT, KL, 0=00 DL Z i L7-t%, LA T O 3 FEHOERE 2 IEEIC
BRI D00 L RET D, RPN D4 X2 ME, ALBEEWE OZRKE T, REARLE 0=0s
DONEE, =Ts DRFFICEANT 2D ERET D, T OEMIL, B HMbFRETE2ZA LT
N ThHo TIROIEIFMBIEE > TWRWD T, MBI L RFICMLELLARNEBZ B
b, /B, TsDdbEO—ERRMEIC, SAAF OZEIC LV 5| & 42 2 S5 A OB A
DHEEPTE L BTN CEN D LD EE X2, TN % 0=0r, FFffl% t=Tr &35, ETOER~R
£ 912, Ts & TROM T, B TIZEMEISE DEFIRERICH T TICIG SN TS & &
250, WEEE R, 2<E O RS WHIR, FOSERTHD, FE=FBAOA X e L
T O Ca BB SN DR 0=0c, =Tc & L7z,

I, LFD &S REEGR 2 BAT 5, ZAUTHR T 28 FlEk DA IEE L& (0, E£72
12 00) & DOBOBREREREMRT 57200 LD ThH 5, BREBILEN G, R YT Ok
X, BRI E DA S DRT (To<t<Tr) 1&, 1ZE—ETH DI LR TS, Kt & 0 DfH
i, BIBEOMBERBEGEA S Y . ZOERT —Z ORIREREHEDL Z ENTED (Fig2) . ZOfF
ot BEAGEFE AR Y § D KA EE (o [rads]) X, EUREROMEE 23S~ Ok TI2o0
THHEHRETE 5, FEHGEE, TUEER. AEEIL, K12 S ICEEREIC L DR T Y 08
bHEEZDBND, I T, ZONRTYFZFM LT, RO KD RIEEMGEICESE | IEM

72 0s DIEZFEIANIRO D Z LN TE L LHIFF LT,
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<AVEZEARGH >
i) JEANR, Os. 1 SAAF JRIZKE U CHEXFIICEE ST b
ii) FEAR AR DIEIUREH Tr-Ts, /T T X TORFT—ETH D

iily  CaISEDOENKM, TeTs, IITRTCOBTFTETHD

ZORFIE, FTZ 0k Oc, ToD XD 7/3T A—ZIZHMHPINT Y XNHEET DL EE2TR-BT 5

(Fig.2) 23, ZAUIfE % OKEF DUEGIEE DT Y FIZHKT 5,

Te-Ts & 0s Z3RD D=0 H, KETWKEE OFFEI N T Y 22 FIH Uiz, BE 7250k
25 TR OFERTIE, K0 EOEEGEE DX 713 —E O ERIERE] (Te-Ts) ORI, LY mHS &
TEETLTHAY, BHLDIEX, 20O THD, Lo T, ZOBBRIIKOXTERILTE 5,

Op =T, —Ty) w+06; (1)
Dol rOBEBREDLLDODITRIFEMROMEE &y U R Z25ETHZ LT, Te-Ts & 0s2RKDDHZ

EMTESL, FRRIZLT, RORDNPD 0s & Te-TsZRODHLZENTELHTHA D,

T.-T,=60,/0+T,—T, )

ZD Vo & Te-TyDOFRZ S LOTRIREROME & y OIFEZFHET HZ & T Te-Ts & 055K
HZENTED,

LU EOWEKGREE DN T F MG IRIT T 5 & &, 0r Z WIS IERMEC R D 2 03 FEH I HE
Thd, £TZT, 22OOMNRFHFIET R ZRDDZ LI LT, 1 DI T OB OB B O

Thnb O TE, b —old, KR OERRETETH D,
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SAAF source

Fig. 1
AE (0) LR (YD EFRERLIZK,
To . 6=01% SAAF i Oicb IV MLIEZ T, Ts, 05 13HK5 1725 SAAF R ARCE AL T, (LR
ARIZED D SR BIIR T DB A F T, Try Op (THEBFTITHD THIRAYISE DN DAL EZ R

T Tl Ol Ca® INEDBIESNONEEEK T,

15



Angle (rad)

D
1
o

Fig, 2

I

VEEMGRZR TR, FL5OEFRIE Fig.l R,

ol

16



Y F DEEERE KB DR (C & B IS E R Tr DIRTE

XU, EMEWE CTH D SAAF OFREARLA 720 E & DOEFIRGE (resting state” & FES) D
B 7 SEET IS & R HT L 72, Resting IRIETITAVIEF X —EOMBUE 2K E |, 1ZIEF U C
FElRl3 %, Fig.3 12739 K 912 600 fps Tz L7ZMHifg 5, K FEEMOBEMNL, K& WHELE
ENEVEMILEZ BERADOE R CELETE L 2 Ehbholz, TO/NSWEMELET,
HEEFT (<60 Hz) & R L 70 MRIE O [ #RER) & fed 2 L3 TEX 72D T, Z OEEESEEK LT
R DFRBRACTITRL L 7z,

P(ty=c+rexp(wt- j)+F, (oyt,r,,r,)xexp(ot-j+q) (3)
ZIT. POITEFRBUERE TE LIZBEROBEEE, jIIEEEAL (P=-1) | o TR 22hERMiuE

DAL wo |3/ S WEAFOIREFE HHE DA IHE Quoo IBFSHEZ LR L) | F,id

rocos(@y) + -1, sin(o) TiEF SN A JHBIBER. ¢ & g FEEL £ & n ZEH O R & ik
Brrththdbbd,

K@D L | SR L 7z BRI KR O ok B 725k 2 —oe bl i 7 ey b5 &
Fig 3t 1R T K HICIFET U X L7 BT ARG L e oT-, T O EITHIE 7= BEEREEKELER 23
R R D 7o < RBRAQG) THLL TE L Z L ZR LT D,

Z DEHEAIIREE ) A XiE, EERZET050um DRE S Thotz, 2D/ A XL, %ikd 5
om0 RV TFEHEOT 70 CEIICHEKT 50 5 TIEARLS, fi#TY 7~ (Bohboh Soft,
Tokyo, Japan) (Z & 2 K FEHOMEELOFHFEREEICHRT 200 THL Z EBHlsN, =
OREEIL, b L DEBEOEFEDRKE S (0.73 pm/pixel) LIFIEFFRRETH D, AW TIIAR VT
DOFEROMEILEEDOKE SOBETREL EEZOLND,

COREIL, ROXIZT IV EHORE S ZAMLL 2L THHMICHIATEL LB AL
b, 7, BTOETORESIEWHEORIZZNZIV 3 um & 50 um, JEEFRER % 0.1 um%/s
LT, VIV VEBOREIZAML D L. 07 L—AMRED 1/600 s T 0.05 pm FREED /)N

SRLDO LD, FLITCRTL, MOk & OMWRR L SABIMP L RWIRY 1T, BYHEAIE,
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Z OERELL EORRREAR AT S AIREMEIIIEF IS 7R, S BICEER T LT, AR B Rk
AP ERR T E UL, BEERAVIZIZ, 0.05 um b D EVIEEE T, SR TEKER O resting (RAED 5 DF
Mz, 1/600s DRFEDMETHRHTE 5 Z L ZERL TV D,

FREORBRAG)E W T, K F DK N2 — ATRPNCEAR BN DA (e BED To) &k
E LT, ZOTEDIZLITO XS, WEINTIHMOAE L #RER3)0 5 TRl S 45 B D)L
BEA LR Lz, (MERRET OS5, £7. BB CEKERE S RIS AE L, Ellsh
DM E DR E G Le (Fig. 4a,b) o VT, 2D OO, EF 72 TR
MOFOLNDLRERENOERSIND /A REE RO, D%, HiEDOEEN, BED /A X
g (B SUHE) 2 RNz 2 s a2t L (Fig. 4c. Material & Methods /) | Z 08 %, JAE
VKIS resting IRAED &L LAAD 72, T 72 B, HEERTITRANIMR M ATRE 72T & 2D ZEA b

75§H:‘|ﬁ[/7‘:ﬂ%",ﬁ (TR) f%é&ﬁ%bf:o
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Fig. 3
SHEREKER ORRBRAUC L DL a, billE SR FSEERELE (U iiR) 2 MduE (Rl

w, ctnexp(wi-j)) CEMLE L XOM, o EEEREOR2E, Tobb, WEH & HEE

D7 (MEEF] 3 A 2 ZROtERRE ETER L7eb O, MHBUER S 2> TV D, d, et HIES

AT R IR S (B ifR) 2, M#uE & F5MH#LE 2 ERG b -5 GRuV iR,
ctriexp(@t-j)+F, (of,r,r)xexp(@t-j+q)) TEEILZEEOf, £ RAENREE, Rk

B YD 2R 720 7 A5 HIC 72 > T D, BO BN um,
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Fig. 4

SHER VK FLR DT IC K D T DIRTE, a, bt Bl SN FI OIS (FaR) & E2ha ki
() THEPL L7zl RO o o BEFEFFIO T vy b, KA 295 L7RIL, Fig. 4a 07 —%
xS LTWD, Zo& ERBRAQ) LB —Z kAL, BiMVE Giaof) LFThd BEk:
TFIEOHEEBR) KA1 AR LEZFERIE, Fig. 4b OF —Z IZHIGE LTV 5, 20 & X EEITER

a2 REEBRLTWD, Fig. 4c DRAV 111 ITFRAEDWD THFUEZBRA R xHHbbT, ZDL &k
FEAEBIE, BB Q) D TR SN HHEZ IO CTRMT 5, ZOR% T T 720 M 72 LRI E

PEND R TH D LB LT, ROBIE, RAID 120 7 L — LDV RMOFEHZ R L T D,
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R DRI & D ISE R Tr DIRTE

ARFFETIE, O —2ORDOFESBR LT D 2 & T, resting IR H D@BLAE L V&
BIZ, BWSE T2 T RETo72, 22T 9. HWEREMITHD Y 7 & (Bohboh
Soft, Tokyo, Japan) Z T, FLERHEIE T &I, AV TFOMEDOEEE T A L NONEEE (HEx)
JEAE) 2 L7z, WIS, TR O OREEZHEEOMITROES BE ITED X 5 ok,
FBOSEIED x W BT D K9 ICEER S, AR BIC AR A B E S 7o, 4 Fig. 51
Y

RYHETH, SRR R 20 K L TV BHE, T COERKIX, —HEIRTOMHE
EEERLL T2 IBIC 72 5T D (Fig. S DERY) o L L., EIBICHE R ZnBins &, —E BT
SRR STRENEERSND THAS S (Figs OFMR) . ZORVBENBNLHEEEZ TR TH 5D &
E#RTH &I,

W DR 2 R D 72012, LTORTERSNDLFMO /T A —4  (wave-shape
distance & FE5) ZEA LT,

D(Tl,‘[z)=Z[P(S,Tl)—P(S,Tz)]ZO 4)

ZIT uk niF2 o0 ERER LI TN ENORL, s THEITR oML, KT A
L FE COMBE, PIXFig. 5 TRLEZS®EZ AL bOMMEENECTHDH, 22T, dHEIND
D(uo)iX. 220084 o & ilBITD, TNENDOREOERZH LT EE D,
FYRETHEN, WETEAMbp C, —EOEFBEZMRYIETEFKREBICSHLGH. T XTOWRFE
%, R UCHEEFTARICH MO & —BT 5, ZOHE Drutnxbp)lT BRIl 5 THAH (n
FEED) o F7o. D(un)id, HEERFTAAHOZEICFEM L T2k T5ThH A9 (Fig. 6a) . 30-60 Hz
(MEEFTEH, 17-33ms) ORYIEFOMWEFTHEDLA . 600 fps (K FEGE. 1.67 ms) TH

25 & D(un)DEERYNT — 2 1%, $EBFTALA T 0.31-0.42 rad FEE DS FREE T, —E iz Ro 5

ZLEINTE D,
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Fig. 6 ICI T OB 2 7777, Fig. 6a lZ”" T K 912, D o)d oo llEKF L TET 5, £i-,
Fig. 6b TR L 91T, 11 & 10D _IRIUHEE ECRELT 5 & Do) EMIIIZ AL LTV D8k

FTRDND, ZOXHIRT vy Mpb, 2O0MBEEZILET D L, 1.67Tms &) mWOERFH S
fEREC. WA LR, TrEMNT D2 ENTE D,

ABFFE T, EICR LI OMSEE O b DI, thoRT 2 —& bilio T, HiEHEAL
REFHTE 20 BETbITo7c, JEAERITIE72 < | shear-angle (MEEDHE 7 X 2 b & BRI
DA FEET, BRI OBUNE O 7218 0 \EITHIS) | RO M= (HEE#EII > 72 shear-
angle DAL EITHHY) %o 7o ffAT 2385 72 #5 R (datanot shown) . 246, “RMICHE LT
FRATHE R CIXEHR LD ) A XDRAET D72, HEMESC, Bt ) ERERZ N2 L3 bh-o
Too ZDT2, FLEKEG EOBIEZEZN WD EOTEEZRMT 2 Z LIk,

LA 7 VX (RYHTOKRE DAL, K107 OWEIIFRSEME T, Bk OEMET)
FEATE T, B FOREIICIA S5 ) LA ORI N FIZ O o TWnWD, i
HWEREN, DTN TR T D&, AIEICEERKIBI b 2T 2 v D Z L 2B+ %, Fig
TIWRT RN 2 DD FE o7 ML LTt ik, 370 HLETEEKIBR O fiftr (Fig. 3,4) L Hf
BTG OMHT (Fig. 5,6) 12K D Te-To DfE (EEVKHLIEH D 00 DALE D HHEMAIGE N Z 5 F T
DK 2. I<—EL T DL R nnolc, WTNOHEEZHWTS, R Y FHEREZO
B, FLEREIR OREHI S AERE T, BBIRICHIE 2 Z LTI Led, Ko A"ZrFp/hal
P 20 BFRE D &\  wave distance AT DGR 2. 4B OMHTIZIZHA NS Z LI LT,

HEEFTORIE IR TR <. 2L DA FPMITIZHNTRE W, AR LZX 912, R’
ME2S K ZVIE D ORI S5 5 FEKIEFOSMANC 72 U | Z 4% principal-bend (p-bend) | S &F
Ml Ji #1 % reverse-bend (r-bend) & MRS, FEMZREMNT D . BN ENEL Z 5 2 A
LU7NE WICHEREE TCORMA p-b L I r-bend I THRRIZAR D & EIZHELTWND Z & A
B BRI, ZOREIL, WENICH L RMAOIIZEI D Z 2B, SE 0, Fr LW
NG = T I INTAE S THEE N2 5 < DI, FWICHFEES Tl LWIROJEIIE A EENnD &

SICHRETHEREMLTVDEEXOND, BVWHRAD L, AV, WOTHHMHICH
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B EZZLSEDL Z LT TET, ZbraBemild, HEFIMAHICKRE UKFTHZ &2 D,

ZORTIE, AV OHEEIEHERRE T, (L0 E OB E AR REIZITEE TS 72

W, HDHIE 0 BERRFEEW S OEBNOHEHE TISET HARERINH - T, EfbtEE v AT
I, BRCETEELIN TRV EZRBT L0 LR, ZOZEDH 5 1208 e L
T, REFETH L Tr ML, HEETEAMOEEBS (K9 10ms) DO/NT Y F %@ T X 220
EbWR D, ZOMEITHETFOEMMEEIORHEEMED ERERITR DS LILRWA, £D4E
WHFNBERIFAATHL, Db, 20 fuzzy B C ORI ZHIE L CH, I~ d

VBT DREMENH D DITFEFETH A D,
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Fig. 5

BTEFENT OB, HEBOAITROESI DS, “RGTEARE EOFURIIRD K I HATREI L, HiE O

xRS KO IR S E 2 A, FUVRRT, EFIRE CTHEITER L T 2R VT 0%

T2 DBz ERTRRLIEDDOTH D, ROBITEFIREN DR LT L & DB 2R,

a, b, ¢ I%, £ E4L, resting, turnig, straight-swimming & FE5 3 FEFHDO EFIREEZ RT (AR

H\E\) o $E|3@$ﬁmi umo
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Fig. 6

BOVIEATIC L 2 Tr O, a: g ZEE L 1 22 SE72 D(1,0) DR, HfEEADORITZNZEN

7-1:=1/600 s D & Z D D(r;1:) & 1/600 s DIRFE] 3 EHE T H AL D i BT WEAH DI TFER D D(r12)% & 6

DY, FROBITHEEFT RE = PWEL LT2 & ED D(rn)Ed b T, b (1, 1-12) il BT D(ty0)®
BZ2r LT 7 —RR, ¢ ZBEL -2 2L S ET2REO D(1 o) Df/MEZ ¢ lZk LT
N L7,
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2 ODRIRBITETHELI Te-To DL, Bl XEE AN L5 0 fitdhl 3 £ IIc L5

DEZNENELTND, MHITESELTWD, (n=33, HEHRE=0.992).
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SAAF DRIHIZx T 2 FDIE

SAAF JREEABAFAE R COWetk & — 2 DZARIE, BAATNCHE S 726 D (Shiba et al,, 2008) &
FEAERALTHD Z L a2BETE R, BEMRELE Z TR T, A Yl FEKINL. 3o
DRI 5 EFIRAE (resting, turning, straight-swimming) & . ZHZENOEPELIZ B TE 5,
Resting IRABIEL SAAF JREEARLA 0N & ZIZR DN D ER N F — 2 LRI H DT, ZDRKIT, o
2 ODEFIRENFND, FROWMENT 2 D 2 & T, @RS RRE T E F kB O Bl AE
RERTRAERT D2 ENTE (Fig.6c) o 72, LLTICRRRT 5 L5 I22nbDEFIKRED
SR ZERBIEMNFAET D 2 & b LN R T,

TE W & A oD E W O OB P TIIARR R B NRIE L, ERH LI TRE 7 D(1102)

DRSNS, ZoBmEBIL. 1 SOWEIC 2EEORM X — U NRIET D L EITHY L, B
U < 580 CA R S 7o i i S HE B 0 B e~ S BRE L. VO R R 23 Je s 4 ¢
WMAITHRA L T BRRICHY T 5, £O X5 R ARLERBEIL, 50-80 ms 225, HEOHE
FIFEHW] (<4.5 beat cycles) £ THESK F— AN b o7z, BWEM O FFERRIE, BV E 238 L h
(T X 2 DI LB RFENIARY U, ORI OB Tl X 51T, BT L
WIETEDMERRT 2 D%, FEE T, Lt p-bend, r-bend DBALAL TOATH V| [FKFIZ, HERE
HHIRIZH D WKL, P TAAL v F 20X 5 X912, ZETE NI & &2l < /R
LTCW5, BIEINREM % Table 1 IZF & 72, LLNOMHTTIX. SAAF IRE AR Z BT 5
BER] (Ts) L HEMAOIEE DL Z 205 (Tr) 2D D7-010, KT OB LElEk OBk % EE G
< M LT

SAAF IREARN & % & & OMBIE) 72K 1 OZE) X resting — turning —  straight swimming —
resting =& W IHVIEL ThHo7z, LML Table 1 IR T XD ICBEMOESOART Y X FITF- L
TS RnoTe, FT2 resting IRRED LS | BHESFUKIBS 2 FBRAG) 2> T O £ EBITE 2
WA Lo, ZOXIRITLOEDORED 1 2%, EMHEISEREOBMEI 2Kk L T\ D

AREMEEE A BN D, B TiEm T D& 010, BeMWEZEMT 5 LA L LT, FITHRED
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WO % & — 7 IR OIS, BRINEZRT LI RFRT 4 v 7 AET NV EFIC L o TELRT
% X 9T ALFERIGIRIEIE T T /2 DI A AT K 5 RET N A EBT D113, MR v
AL P R)ISIREER AR ET DMEN & D, FEENEKIBROLE] . H 50, 2 LIS
JEEARNC B A B4 2 B EIC L > THEL SN D X 9 RIS OB A FR4Y R O R ORT
BIZk > T, ZOMx DISENRKILEND Z LTk b, ZDn, FRAZEEAROKHIL, &
HUVNE, MOKE T & OWERI R E IR/ E OB OFERN, 10 Higo T, WM AHERIBICEES
HHDOEFEZ LD, ZTIZTIE, TRERODHT-OIT, resting IRAED e T HHIEFTIUEHILL B2
ELTHRWIET =2 DR L., fi fricHns Z iz,

ARFFE T, RYHE O BRI T OENL 3 DR D EHFREICHETH LN TE
e, U=k OECEIEGK TlE, HEEFTOIEMES BRI 2 LT 2 BIE Bl S,
Friedrich & Julicher (2007) DOHFGHIRAFIETIX, T D K O REFISETT ADEH I TN D
Z DX D IR FB) DT Ca’ISE DRHEN S bEEHES D K 51T (Shibaetal, 2008) | &Y
FIMEFEFSIE DR & OSBRI BWT, T L, L0300 UG AT
BEIZZ2 D L9 BB RERKE L > T D Z EZ2RBT 506 Liven,

Fig.1 |{Z/8 LT-BFRE] & LD EFR & Fig2 108 LTE/EEEGUZESW T, T T 2b b
resting RAED> & | 1E U THAIE A D HBLT 2 £ CORRZ RO, 0%, Z ORI IR
HALE Or 2 FHHE L7, Orld Fig. 9a (239 & 512 0.5-3rad (1.89 +£0.76 rad) D&iFHIZ/yAi LT
72, Shibaetal. (2008) DHFE L T 5 & Ca” IREMNE Z D (To) X, TR KV B TH ST,
ZONEF OFBIIRO 5@ ARETH A 5, —DlE, Ca? BRI A ATREZRIREE T, MG
FVBEITEZ STV LN ARENTH D, b O — DO AMREMEIL, Ca’ TREDSHEMAIIGZE O T
TEIZI 284 ThH R Td 5, Bohmeretal. (2008) & Guerreroetal. (2010) OFF - ALk
DEFIVTREND LI IC, BFOMEBRIFIZ, TOML O Ca? B CIXEHERE S, Zhll
AT EZEALDIBIE N R & < BT D Db A2, Shibaetal. (2008) DOHIZETH, HEIEFT O
FERIFRMEIE Ca? PR LT E R L TV RN Z EAVREN TV D, ZOMBEICHT HELWE X
ERL0ICE, SLRDIMENLETHA I,

RIZ, SAAF IREARLZ R T 5 M 05 (ZORITEEBIETE W) Lo £ 2 bR
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ISR Z D F TORNKFH OBIRZ fFHT L=, Fig. 9a & Fig. 8a (T L 91T, O IEHEIAI 7R/
TV XEFSTWD, R(1)& Fig2 DIEENGRA D, Fig. 9a ® X 5 IZEMREEFT 5 Z & T, Tr-Ts
L BsITONT, ENEH0.18s & 0.85rad & W IHOHEEMZ 172, - (2)71 56, Fig. 9b DX 5 I
EAREFT 5 & T, Te-Ts & 012DV T, ZNZ40.19s & 1.3rad &9 HEEE 2157, Fig.
9a & Fig. 9b A b2 LHIEDIE D DT Y X NRKEI Wb, #HBEIC K DHEEMZ 0s DEOEIZIT
WHEDE LTEA L, ko T, W73 1.3 rad DHIED SAAF EEARZ M LT, ZARE -
DT E7RD K 0.18-0.19s AL T Ca B L AN E A 23, LW oAt LT,

EROfFEN D, 0=1.3rad, Tr-Ts=0.18 s, Tc-T=0.19s & W\ EZE 72, K F-HEUKIUE E o
0=13rad DHIFIT, B X O ERETRH - & bREQRAD SAAF IREARL A FEERT 5 RICHSE LT
Wz, O SAAF IREZEZ RN T 52O DEFREDOEBIZOWTIX, S 572 E(bFHIF5E
MULETHLN, BGEHHTE MR RT 4 7 ADET V&, Figl0lZxR7T, ZOF
T TIEA S BER AL SAAF IREOZE(MEHEAZE M TEDL RN TH D, INEIFT DAL, &
H0NE, Bler—RAE LT, UEtETOMRIT/ Y — 0% Ca¥ RE T EHEKFE T, 2%k
WEITIKTFT 5 (Alvarezetal,, 2012) WO HENDH 5,

U =k T OEMMEDS;E (Kashikar et al,, 2012) | E{bHEOHAEDISE T 5 7212 100-200 ms
OB ME L B 2 B, ZOMIZ, Kb A 0 WE ORE A F¥{h LT\ 5 L 48E
LTWo, LnL, ZHAUIFRRHIHE FIC R DAROY 7 ) 7 ORI fFE L HIR T 2 2 & %
BT 5, 20X BRI, A YR TFCTHUFEEL TV D ARERS D, 8725, Fig. 3
RGNS X HIT, MEEITIC K 28HNEOR O LICHR LIALFFHIIWEREO/ NS RO &
AR Lo b, FRHZ, BHIIREPRIBEAE 2 LRTNERLRWOTH D, A
FROFENTHERTIL, RYHE 125 SAAF IBE AR Z NI 28 0513 b o & b RERADEE AR %
TRER DML T o Te, RIS 7Y 7 ONEEIF S 100 ms FRE R & ABFFEDENT TIdZ
DI L, B (Te -Ts R TeTs) OHICEEND LR TE L2 THAH, TOEK
T, KO T — Z 1T EEURE N D D & nWE R T & iE, REITTE LR,

t 9 O ODEIT SAAF IR AR & BT 2HEIC W T Th D, b L, KT 230EE &

FHORGED 2HETREOCERBNTIHEICTFALA a0, WoThH, o n
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Lo CIREAR L R E BT UL, IRILKBEARIIEETHIENTELTHAH, €
ZC, WIE SN Ts (SAAF &3 205[H) & ZORORE T Ol E A ED L 5 e fHB % R
M7= (Fig. 11) , L2 L, ZA5 OMICITFEFICHENIZ R O T ., K3 E - omMiaom &
\ZBAfR7e < SAAF IREARAZEMTEDL L LTz, T7hbb, K1 LoRR5 2 N TRES
BZRHT L5722 b—ET7 VIR b Z D12y, RbYIZ, v=FFTik, Z&E L
A EROFKER (Kashikar et al., 2012) 76 ALFFGIWERE AR 2, RFHBIZEIT 25 ET L0
REINTWD, B, V=TIHMLFEFIMEOZFERITHEBIZFEL TND I LD > T
%7 (Cardullo etal., 1994) | AY DA, SAAF OZFEERORBEIX, LWL R- TR

Uy,
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BEIN-BES

DiELE

Table 1 FEEHEEEROBEHORES

SRR [ms]

Resting — Turning

Turning — Straight
(Tumning 1 Z &)

From straight to resting

(Straight 1 Z L)

BEHORS
IEE:GEEE 1 E
0.5-4.5 20 £ 1.6
3-14 58 + 2.6
7-19 113 * 3.1

33 + 27 (n=30)

97 + 43 (n=21)

188 =+ 52 (n=20)
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0 0.05 a1 015 02 023 03 033 0.4 0.45
1/t (s/rad)

Fig. 8

IS E DVEZEBGRICFED N 0 s DFEHT, a: 0r & o CEFEEKOARE) OMEEZ =T, (1)
(ZEES UV TERIFH] (Tr-Ts-0.18s) , ERBRER (0,20.85) 23, EUREMOMEE & y TR Ne, 2
RO BTz (n=44, FHBIFR%=0.388) . b: Tc-To & Vo OFEIZ AT, 2 (2) IZHESWTEENA
(0~1.3 rad) &EAERE (Tc-Ts=0.19s) 28, EUREMOMEE & y U NbZENZNRD B

(n=72. FHBEIR%=0.727) .
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6 R(rad)

[S=]
wn

30

b1

10

J

T 0.1 0.0 0.1 02 0.3
delay time(s)

Fig. 9
A (BR) & EAUEERE] (Tr-Ts) OOAAZETRTEA NI T, a;0gDE A KT T A, 1.89+0.76

rade b: HEE SN Tr-Ts Db A R 75 & CEXSRIERER . 0.093+0.127 s) &
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Receptor

+
SAAF

a k|l
| Receptor + SAAF —I—} lk o

28 b 2.0 -
S
20 4 S
: |_Receptor + SAAF | 8 15 -
o | =4
® 8
= 15 4 o
[ = (=]
Q
g g 10 1
8 10 A =
[1}]
2 g
1]
_ 05 4
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Fig. 10

EANEIRE 2T 5158 FniEZR ORISR ERIIET L, at il {bINTFRT 4 7 RET L, X
BARIT SAAF 1T & o TIEMA L S 4L, FiRO(L PG (ki) ZARET 2, ELTEDORIGNREA Y R A v
TPy — (Product) ZARKT %, b: SAAFIREEAZ A R TE(LSE T2 & E D product DFRFRSI %
Yialb—bhLEbO, HEICHWTE T A—H1T ka/k, ko/ks, substrate JEEE, receptor JEAE
TENEN0.25, 10, 1, 16 & LIz, ZOFEFMI, R/DADRDAT A—L Xy hinbRDB, 7/2
(1.6 rad) OBENZFOEMMHICE L LS HHTE TV D, ¢ SAAF & product DR DR 2R

[, AR A ISV ELFE O SAAF R CT—EIC/R - T\ 5,
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Fig.11

JHE 05 1B T D FomE 2R- T, /BoNlET —2 2T X TEATER L, X#i—omE

(ZEA) 12 SAAF O HTED 8 5
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Constant delay model IZ & D ELERBFD I aL—Y 3y

RERRAT T ol ZE1E, SAAF DR EARLD 2K ARV RS 71X resting IRREICHDHLEE 05 =1.3

rad ONLE CIREABAEAL, 2205 0.18 s ZITHIIIGEERL, SHICEDH Ca¥ nEERL,
ZDHIFE—EDEED turning IRAEL straight-swimming JRAEZFE T, HED resting IRAEICHHENHZ
ETHD, ZHDFD IR N Lo THEF OIEKIPLE LTINS T, 20 constant delay model” D %)=
% E BRI 5726 . Mathematica (ver.8, Wolfram Research)% F VN TR 7Ok ELEF O €7 /L EHE
ATo7,

WEGKEABR D FH 5 Tl Fig. 13 123512327 IR HE (resting, turning, straight-swimming) 0 7%
FLIRL, Z O OEINIANE LTz, BRAVISE 2k 2 R (TR) DD HE D EEA T T 57251
Fig.13a CIEFEML 7P HE DR EX (Fig.9b) IZHH Y T 2T H L) A R G LA > CRERITH A A
72, Fig 13b [T DTt | /AR DI NFEDFH RS A R L TD, EPEINE DRGSR Z R T 729DI1Z,
FPEMMEDFRE RT_XIML a ZEF LT (Fig.12a) , ZOXT UL 2 DOMNLIR 8T A—H (|a| &
D) D570 0s, Tr — Ts. BLOVE # IR AE (turning, straight-swimming) & Hi O WK E L T2 k9
o

Ho L EMHRIRNINDIZRI ML a BIIOHFLEFNTODSE THD, NI a ([ZEED0
TR ORI EN 2 4S5-A 158 TE D (Fig.12b) ., Case 1 13 cos®, < 0 DEAEITHGL, Tr-Ts>
0.35s = resting IREDWEVKEE D EH T ALK TEREIAIND, ZOHENE TIZIINGIERS 7)o T <
(Fig. 12d), Case 2 % |al/cos®,> 2R DGAFITHIS L #E T IXINZIT DS DD FEAEANZITIIN S —ED

Bt #E Izl E £5(Fig.12e), Case 3 & 4 1d|a|/cos®, < 2R DSAFITHHEL, K 1IN B ETE

%(Fig.12£,g),

Fig. 12c IZFERND IV a T, BYREFIIATYFITHLLODIZEAE T X TORIML a3
Case 3 DOFEIRIZINE ST, ELHEBFVKOBEFE T, <7V a A3 Case 3 ITHIZINESTVEL THODHLE
WDIVLE D RIGHIF TN I MRS DI/ D7D | E DB EZFR L THENO LMD 0D, Fig.13 1
IRTIDNTDLE DA T D 2RI BIFETECNDIEN D o7, Fig.13a LIREROFHE % 100 [FIEE
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AT, WG 20 s ANIZINCBETE T,

Fig.12b ® Case3 &4 DHFTHSELZNRDLNDIZ I a )N @,=0 OFRMZMT-TLETH
Do LU, BHIIAH THLINEBRICBIEINDL DI &, DS n/4 1ZE T 7z Case 3 DIFHEFNT
Do @,=0 OEIFTIEIFEFR (Tr - Ts) Z0E L7 EXITEBIEND, ZOZENLERIEOZE) (KR ICLDiE
VIR EE DA R | K OREEEDEENN ., MK DFRARE) 1TxE T DR NARRK AL IR T DIITHFIS LT
HEBZDHIELTED, FZORMBEOZE 2 % H 7712 Corkidi et al. (2008) C/REAT-LH72 3R TE TOHE

FORBEEETBUERBBHBLAL,
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|alsin ¢ |alsin® g
a b ~ E)I(I>R C

lalcos ¢ a

>

|alcos? a

*1
200 Mean
-100 0 300

o
0]
-
oQ

Fig.12

AR OFRE, ar BMENT (s, FRRED OERR, NFEHO resting IREED FHHLE D F
D XD 25 ntl FHOZA Keo) AN RT bV E L TERIND, JEEDFUITIIOHL % K
T, @, 1% a L x®ORTAERT, b XU ML allESWTEEDNEE SETHH, o FE
BRICHIE L=y b a Zopd R, BHOBEAIX um , d-g: Cases 1-4 2DV THE 1 ORIk 2

Fham Lz, FLOEAWOPIER 120- um O & 9,
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Fig. 13

EALPESRAME T CORYIE F ORI DT 2L —ar, HRR, R, BARITZ L1 resting, turning,
straight swimming OIRIEDBEKEUIZ KT, ALV OMIZINERT, a: 0s=n/2 HD Tr-Ts, = 0.093 5
+0.127s DEAETOLIab—Tar, bibs=n2 7D Te-Ts,=0.093s DFFETHOT I 2 L— 3

\‘/o %@%’fi[iﬁi pm 5
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AT TIX, BVHE T DIEVKD 600 fps TOHs CHEEFT S F— OEALEREE TR 32 5151
Fo TR E DD THREZ D] (Tr) ZIRE LT, 20 Tr ZSBIZHEFHHNIMENT 2L T SAAF
I P AL DR (0 s) & TE DIEIVRER (Tr — Ts) #2024 1.3rad,0.18s EHEE LT-, ZAUZE ST,
FET-H555 5| W e FE DR I ZEA L 2B B CIRRIN L Z D 1% — E R OB N 3 - THEB T 4 — %
TALEEDHEVOFE A H LT, B OET 1134 TIZ Bohmer et al. (2005) & Guerrero et al.
(2010)Z &> THRIBEILTOD DS, B\ EE] S A E CHEERDEK S5 — 1 OB E D BIR N AL AU ]

ZROT=DIFHD TTHD, SHIZV 2l —alildo TE T O EIMED R RAFHE TE T,
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Mt EFIR

RS

Y (C. intestinalis ) 1M (Kanagawa, Japan) CTIVEL T 2FE T EDNSEMETRHEL
720 K113 sperm ducts”HEV H LK D ETHEHETRAFL, K1 OEEMEIT A LK F (462 mM
NaCl, 9 mM KCI, 10 mM CaCl,, 48 mM MgCl,, and 10 mM HEPES-NaOH (pH 8.2).) T#%2L7-, SAAF

XA R L72b D%l 572 (Oishi et al., 2003, 2004),

FEVKEI &4 26 I T O AT
LD THE T1% 1 mM theophylline (Sigma)z & A7 A THE/K T 100000 {5124 R L7Z,

theophylline [FlfEP cAMP Z NS5 ZE TR 1 OEB) 215 (K3 %(Yoshida et al., 1994), #8142 H]
DF =2 /3—1% 0.5mm DEID N2 T LEHN—HZ 200720 DB TND, KT DA TA~D
R BEEZPT-0IHEN T 1%BSA Ta—hL, ZEMAL LR T2 7=, #5 e D
TEEAREEDTZDIZ, 1 uM SAAF  && AT2 1% agar IR E 1T A~ A 70~y b S (E A%, 50—
100 ym)IZ ATz, ¥ A7BE Ny T = /N—=IZ AN THD 0.5 2D 3 51k, v A7E <y b St

IV TWDRE AR LT, RO BIGIE 20 f55H41 2 X (Olympus UPlan FINH)DA7AH 72 B ER
(Olympus BX51) CHIZR L7, F7-EIRIE LED O ARaAR R R A VT 100us O REBARER T CCD
71 #7(HAS-220; Ditect, Tokyo, Japan)& [RIHAS®CTHRE L=, K 1 OEB AT~ M(BohbohSoft,
Tokyo, Japan)Z I\ C, kg - DEEH LI E DK A NDOALEE T L — AT EIBBRL, 2 0 A= 2 B

L7

- BB VLR O R B =CC D12

Oz @R E 7 A #8725 Bohboh %27 TRE - BT 0O R B2 B L O B JERE 21572, 7 T A=
VTR ZERI L o R ST DT 4SOV B ZIRE O B OIS S L TV D,

Fig.3,4 l{RTIIIC, BUEESNZBBFRKIBN I R SR H Ll &/ NS o 7 B uE O ER G HhE

=H DT> TND, £ IEKILEIE FI#1IE (Fig. 3b) TITRILZ DA, IRICEDED T — X &l
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[al#i5 92 K5 P fiLiE (Fig. 3¢) TUTRILT=, ITELL7=(Fig. 3e)# (iR~ 7 ik 722130 7 A5 127> T = (Fig.
30, EPUTITEEARRNT IR/ N2IRIEZAL ST s | R/ MEZ BB TROITHZEITEEL WD £

THEE RN FEETHLRELEIL, ZD/3T7A—2% ) WfE L L T Mathematica (Wolfram

Research)? %% FindMinimun % N CR T i /IMEZ 3R 8O 52 & THRAEII 70l 2 Lz,

Wave-shape-distance O gt

HUHEBFT N EMEICFECE 20K L TOD72R5 | F(4) TE SN D wave-shape-distance(D)IL[F]
CHEEFTN AR D EZATHR/MEZ LD, FRITA B O FEBRIZ IS 1T DR 3 FREE Tl D IZ DWW TIRO DAL

DNLD,
D(r T+L)>D(T T+L)>D(T +T)
600 1200 ’ b

ZIT o TR ABIE LR R, T, IR EMRH BT R R T, 7 3TD 11, 1212250 TD(t 1,
t &R L. EORDRD LK A E H ST L,
FoT =R T OOV T 6000fps TR LT — 4% VT D O 23HiEFTAL AR IR AT L T

EoH0EMERR LT (Fig.14) L2A ED I 7MKAFMEIT A b7,
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Fig.14

6000fps THI%2L 7= wave-shape-distance, D, HE#HID ( ¢ 1, © 2), £ ¢ 1— ¢ 2 (frame) , FEOFRERFNIX

1/1200s DR 724> DD OAE, FROBEEFENE 1/600s DR 7EL O DO, Bo#EFENZIFENMFEOD

DA,
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528

AKWTWASIZRFDEY D

G
% < OWFPERBHEY OZIETIL, B2 OB SNIALEF I WEEZR L. TORES
Bl H25WE, BB E IS 52 & T, WERfTOEB) Y — 2K %2 £ 2 THEUIFK
PR DOZAIZ K> T, FRINITHEFRIINIIRISBEETE 5 L7 A v ShTnd, b
L. BT R & FFH 0 B OREAER D, KA Z > TWaHEKOERIC L > T
BLans b, B9 E<EMEINEEZT DL ENTERI D EEZXLND, KT OlEKES)
HEbIAZEZTIREICR DD T, ZORENREARZETIZERS VNG, HELLZWD
INTRFBR IRV & — B 2 Fi o D, D WE, IHELS U TH RVl 2 Ffo o
ITHER T NS EHELRPRETH 5, AWZETIL, KT OV =KKTL, TOEVIZANST v T
J A =X (0.1 um) ZP THBBEMEE CEBIZE L, 6000fps THug 95 Z & Tt a Al b L
720 & 51T slender body theory £ 3\ T, ¥ T DOWFEKELEI N SN ZFHE L2, T ORR, s

WMFOIIEFETLIEAELLRVR, DFD . P00 OWEKITENS & o THEEOLFEFH S WE

DI X AR BE B2 L 5 B BT L A PR AN L 2R T,
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Jat
N

IR 53 W 2 ALV KT D 23D TWELHEISE & . II WD o 7o J7 Mfn e 13, K
FAT L o TIREZ K SED LD, BZOLME—DEREERZ AT ThHhHLEFA DN bEINTR
Vo %< OFERFHEBIY ClE. R ISR RNMEFFBIWE AR L, & ORE AR % B
T5HZ LT, WRITEER NS — 22 bW, T REKPUENINC KV TE S L DI LT
Wh, 7ol 2IE, v T OECHETEKOL AT, T OBBEOREMITH SN TEY (Cook et al.,
1994; Ward et al., 1985; Eisenbach, 1999; Kaupp et al., 2006) . il /1221072 Tk % - - BEpk B RE O
HERE AL HATOIL TV D (Alvarezetal.,, 2014) , L7 L., B FIEKITENCE > THO 1 DDK
SRV ~E IREIKERT D, HDHWE, K0 ES KT D Z L% RKIEH L LToiiin
AU, BFREEORE BN Esl TR L, 200, AR X EAE 50 1 mE D
REARZNEELTLE EETH L, V=K TO%E, AVITEZ 5MKOKNIZE > T
b EHISEITHESNDARELH VD . TOREN, REARZELTIZERE WG NE, FF
T EMMEOSZ#R T 2 LT MR IT_XEEELRETHLLEZADND,

BTO XN SRMEH O TE Z 2T A h—7 AN EMFENDIRNTH D, —iK
12, MAUCE T DIEMEO B LM OEBORE SO ERTHA T E LTLA LV RENME
BIDN ., FEFIEKILZE DA 7=V HRSPER B AR L A VX8 (10°~102F2 ) o34
Tdh 2L EZ 5, Navier-Stokes it DREMAUT, K LA /W ZEESRMEZ NS 5 & BB R0
BADPFELN, 2N ENDDNA =7 AN TH D, IKOWTWDHHETFDOEY DA F—7
AN FET B 720 O & LT slender body theory 734 % (Hancock,1953; Keller &
Rubinow,1976) ., £ OEGEGITHIESMENE WS ZLEZFH LD TH D,

AWFZETIIIKNTWD U =851 & Z D D IZIENATE~ A 7 e —X (CF££ 0.1 ym) 2359 T

WEAMEE CHBIZZ L, 6,000 fps DEBEEE T A I AT E2HEHA L TIRE T 52 & T, HEEAMOK
N EfEIZ A L TE 72, & 51T slender body theory #5UNT, K7 ORI > St &2 515 L
oo TOREFR, WM TFOZGEFETULNERI BN ERMERTE 2, T EilaviE 2
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STNLRTH LN, EEMIEEICBY NG OFFNRITV L v=KFiE, Ho00C0
FEST DILFFHWEDIRENMA LT OEER LICEE, BEPZIEKTE L Z LRHRRES
iz, Zhud, FUEHCHUA T FER R 2> D HER TS ISR Ch D08, KTk s, T O X
D IRBEAEM 2D T2 L ICRBIES ISR TH D D0 E 5 i, G O B il SR o fif

HEflo 2 e 5720,
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M EFIR

D4 BE—X
U =lE, HARUTHE CEREL L 7237 > o = (Hemicentrotus pulcherrimus) L. A AERO KL
MIZ 055 MKClI Z{EA L, ks bozEIR L THEM Lz, BT, ~(7nFa—7W

T, WBHEFE L, HHAEFC, 20 mg/mLBSA (VU MiET7 V7 2 V) ZaEte BAARMEKIZ, #1000

BICHIRS WS- b DA EERE L LTHH W, ZOWKFIZIE, HOENLED, TT v 7 X

B — X (}4££0.1 um, TransFluoSpheres Carboxylate-Modified Microspheres, T8878, Molecular

Probe, AT, ¥4 7 vt —XL L5) % 0.002% BASE, HEEHAMOTNLZ AIFETE S XD

iz L7,

R EE

BTy T-VREEI%SE  (Olympus BX-61, UplanSApo 60x/1.20W) THr\ >y, &/ MBI FT

6,000 fps T L7z, Z OHRIEE T, B - IFICERE L Ch 2 BMERICHAAENTZ b D

T. CCD 1 A T OF —Hlrik% @dit 7 2 B OMIA AT Lo T, PR EMFS 22T,
100,000 fps D i & T AlRE /2B TH D (Etohetal,, 2003) . FEBRIL, 3,000 fps & 6, 000 fps

DI FH TN, ABFZE DRI 12 6,000 fps CRLEX S L7 EE 2 VT,

E{RLEE & R

W PR OB, BRI, BITROELZ L P T A MIZERZ b DT, EERE
DNTIIEEZ 22V, FRIZ, HER O H O 2 g 2 O EHFI N TE 20 eIz, Matgnrs
beoar b7 2 Mg (JEFTEG) 2ERT20ERH D, €T, WM HmEZE LT
(Fig.15) OREDWIRT 5 Z & T@HE D=2 b7 A2 oty (HEHRABEMG U EITRG) %
57- (Fig.16) . . HFEI B 7 b (Bohboh Soft, Tokyo, Japan) % T, v =5+ DFH

RN, BEO, BlET S~ A 7 n B —XOMEREZRG L, T OEBESOAE, IO,
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JEREAE D E 4 OJE 21 Mathematica (Wolfram Research) % fu 7=,

FNDEE
PRALDFHE X Smith & Blake (2009) D 5iE%A2 5525 L=, k51X 0.00089 Pars (0.89 cPs) &
L. 2AF7A RHA T AOFREERE O 3um & L7z, BT 8 TARDOR 2R >WisI Tl L

THMEFL DR R 21T > 72,
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Fig.15

KWTWDREFLZDEVICED v A 7 v B — X% 4R LMo FMg. Mo FuMe oy mids

ENBHITHDN D FATHD, TOHE~E BEPOVTBEENDS DI, B OBEE 1)

5. IEWZMIADONIEEZRD D Z LT TE R, A7 —/LiE, 10 um
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Fig.16

R AAEE L7, MERALEIL, B TR RPN TERENTWD, ZOEBRE b & TR
ZIEMEZ RO 7o, FEFEEROA TIZmA 9 BWgld, BostEOT 7 —2R4, Mo TRBEEEis 8
By MEfR) Oar hT AR BB TRMLTWD 2 EBNRRTHRET DRI —ThH D,

AWFFETIE, ZORET T —RAERN, WERHLERS RN D LR TUHEZIT -T2,
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HBREEE

BFEXSM,. LU, RBOTEM%E

B OIRNTWDIET L ZDREDVITE )~ A 7 n =R (B 0.1 um) Z 8 LMoy T
%% Fig 1512”7, BTIEATA R T AOREOIEL | XX —EOEBEDO N &k L, #E
BRENR. EOYREENICINE 2BA B8, SRIOBIEND, v A 7 v B— XL R ED
BERFFNTHILX, 77 U EE TRAIUSIN BT 2 2 L2 BLFHENICELEED D
LHER T E 7o, RIS T T LI gk o v =45 TR & . TtEDH/N— T Af & D
M OEBEO FZRFERIT, K3 um TIEE—ELER->TWDH I ERbhoTz, ZOEEEN IR
NOHHEMIT, V=R RTEEROOT R 3R, 2E V., 25N T B AROMEERTE O
ToDIZ, IN— T AECEE U CEMEESE T 1 ~D b e ER ) GRS OBER R 72 &)
DRAEL, ZONE BTNR3WIL TR EME RN O N AN—H T ZAEIHET 5 IIDNT A
NIFET D720 THD EHNESND, ZOELWERIL, AR THED 5 X 5 72 B2 iR )=
IR 7 7 —F 2D 5 2 & T, O TENND RN B 208, R R4 11 2 B
FAGELIIE DI, 3IRITCEITE OB RFER N MBI R D Th A 9,
SEIOBENG, FTFEZDEY DO~ A7 nb—X0 2 RITEFEORRYZ S &1, Bk LT

A 2 2 & TRIEIZZ2 W & L7z (Fig.17a)

BFEXA O DE—XDEMETA I D E—XDBERE

AN TOMIR L fiih & ORISR, KMHUh a2 £ T, e E Wik L Ot FERIC
HBERNTA—=Z L5, RGN, EWEARTH 5 TWHRIE (shear rate) (ZEBIT HE L L
TEREINTEY, TOHBIEEDPHMRETH DR, £o. A =27 AT, ZOREGT
LA T—BUTIRESND LBADNDL O TH D,

e~ A7nbe—XLDOROWERE. ~4( 70— XOBEEEDKE S &L DOR%E% Fig.17b (2
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AT, HEREORE T O < (<KTum) TORFRNDBEZ > TWDH T &b oTz, KB TOEED
YA 7B E—ATHLHEVENT, B ETHELER THHEZEET, TVHRITLILGELH-
7o ZTAURBMEEOSLEN T MIZ, DTN TN MEICY A 7 n e —ARNbo7h BN
Do ZOZEF, WEOEE (W0lum) . v 7B E—XO¥E (0.05um) . EEAEE (0.1
um) EZEETDHE IR0 D D, DF Y, EENROMEEIL T, MR R HE 7 T

ThoTh, MNZAELRWEGNFET DI 2R L TWVND,
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y (pm)

X (fum)

velocity of bead (pum/ms)

distance to sperm (um)

Fig.17

WEritL, ZOEYDO~A 7 v —XQMEET —2 ORIk, a, HETFOMEE~v A7 rE—XDK
TR, 0L, #ifR, REDBZNZIEF OB, T, ~f 7o —XOMEEEHEL T, &
FIiX, B 1 pm2d, EE0.15 um/ms (YT 2, W LT 2B TOR, v 7 E—XDK
B (i) BELTWDZERbmd, b, FHTHEL~A 7 r e —XMOKHE, ~(f /b —X0D
BaEhdE & ok (n=11,424) . $FEDO Z<EFE (K7 pm) TL, EEARENADBAELRNT &R
DD,

54



RNDEE
FEEOFANDOBILE & XIET DD OBEGmNRT 7o —F 2 RICHE L=, 5F. 6,000 fps THL

PRLUTCHEERIE NS, EfEREEMAE S EHL LN TE, ZOBEILD, X b—7 ZAJNHIC
BT % I 7 a /el % Slender body theory IZHESWTEHETHZ LN TEX L1 HTh D,

AR A Fig18a l/RkT, ZORME TR, HA—H T RTETOWKMBFCH D Z L 2EE L

T, 93 um BENIZALEICH DB R L EE L7 (Blake,1971) , BAMGECHEY (Z #h) J7m~oDi
NORSD, 1ED XY BT RTINSO T (<1/10) | BSOS 2B L, 2
W ZEM TN G AR R LTc, K 17a & K<KHET D2 LoD,
T30 Z 87N SRS 72 T E CoMALIE, BT D KR & & 28K 10%FE D
LHD0, X7 MORETIZEAEEDGRPoT, KT IZKIET DR OEfES | i
NOEEDRKE XL DORfR%E Fig.18b (v, Z ZOHGRNLT 7 —F T, B0 I

(KSum) TL2, WADBEZ > TN ERbolz, MORE IO ERE, FEEECIZE

BEBIT 275 BEEEASES THIMOADNEZ 220G L H LT LR bN5
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distance to sperm (pm)

£
_ Z (pm)
: > 26
- 28
i - 30
44
dhdag - 32
= L
= 5
=10 ! 10 % 20 30
- < b v Adayy
- ~ )’,
= »
Y =37 € F =
“u ”;-" - %, daay,
FI = e
, A =
, 10 2 “
ALY = o dayy
~ v !
R 150 B T
b
velocity of flow (pm/ms)
1.0
0.8
0.6
0.4
0.2
0 5 10 15 20

Fig.18

K& O AL E R LTfE R, a, M TOME &AL OBE, O L, #hift, RKEIRZ
NN T OIEE, WiE, MhOEEZ T, RANZE S 1 um THE 0.15 pm/ms 2777, 21X
ATA RHTAREMNODOEBEZRT, WL, D=0 7 2B HEEER 3 pm BV T-ALE 27K

TND Z ENEBRMZHEND LTV D, b, fEF0 5 OEREEE Jits & OfR (n=34,800)
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YAV OE—XDBEMERE ERNDEEBOLLE

v A 7 rE—XOBEHE LN OFFEMOE Lz, (Fig19) #HEOKE I L (Fig19b) [
&b (Fig.19c) MHBNXIZE A LR oTc, BT RBEORNEZHIAT 2121E, S HICARIEE LA
o T NREBZ DUNERD D,

KU DR ALITEER SR %5 D 72 slender body theory 12 & > THOHLTITFHTE 2N Z &b )
Sf, HIBITERICE Lo TRE SN ~A 7 n b — X0, FBiTide<, e L
Bzpar 27 b (B ICXoCh 2RI SNTEBEITH D AlRetEnm <. 2z s & AR
H5I1E, K19 TROLNTZHmEBEERLEDOFERANS O RITHALNEEZ BN, W,
~A 7 —AOEE LY, RO RE TH L LEZX LB, K176 L¥ 18b TRI M
o WP - FEEBIARIZ. 7 um TR TOE T Y OfEE (FEEEC LG 2 H0E) 13, B
BREBENIFEL—HLTNDHEEXDLIENTEX D,

W 7R3/, Er~ A 7 n B —ABMOFK EE X 5N L56 . EUKEEIT O v =812
glEE ZTHEEFEAERMEIL, WEORAL—TT5, THRWERCBROND ETHITEDTHA
9. VBRI IL, 20 X5 REBEHEREZ CE LR D 272D DB H 2 - T8
PR THDLEHLERX DI ENTEDLINEENRNN, AR TR E L T2 E L E OIE

BUCBEAL TERT 5 L, B (<1 um) TOEMHEIFWEOIHERIT, 1ms & Do

T, 72L& 2., WEM BT, (LY EOREARNHELINZHATYH, IROHEFTEY
(15-20 ms) #I21%., HELFTOBREARNE CEINIEREICHD EEZOBND, ZDO L H G HNT

FEADHE, WEITOME (40-70Hz) &, IR TCHE L 22D bENR,
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y (pm)
— beads
( — calculation )
b 4+
: X (um)
-10 30 g
-
4
—15+ T
absolute value of velocity
(besds) (um/ms)

k
0.8}

o’ *

& e
0.6}

[
04} e
0.2 A ... .
[ 1] 3% Y . 4 X ]
- « ° * . absolute value of velocity
(455 1.0 1.5 (calculation) (pum/ms)
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angle of velocity
(besds) (rad)

angle of velocity

(calculation) (rad)

Fig.19

~A 7 n = XOBEHE LN OREDOFEEDOLE, a, FFOMELTENAOEEL AR
E—XOBENRE, O UE., dhiff, KEBSZNZNRE OB, T, MAoEE (b LI~
A7 —XOBEEE) 27, KENZES 1 pm THEEO0.15 um/ms Z£KT, b, IALOHE
DRESL~vA 7= XOBEHEORE OB, n=11,340. ¢, ERICBZE SN~ 1
E—XOMEOME (AE) & EHRMICHEINZhomE (BE) Lok, HEOKE
EBT un/pslEOLOOREFRR L (0= 11,340) . 22020, MHBEMIZEA LN &

DODND
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H W

Z 2T, 6,000 fps DEFEE T A g i 2 v, ko =T HEOE LY O %
0.lum D~vA 7B b —X%&fo THHA L, X512, EERMRENAGOHAELITL TTo72, #l
EREREND, VR TOMED < IFH (K7Tum) TLOMAUBEE 202 Enbonoiz,

T NG, KT O IMEFEFH I WEOREARLZELIS 2 LRI SN D, HFlao
EDOAEIZ, ECHEWE OZREN AT DT, MG OREIIED-TRkbHEEZBND

MADOREIEF I NS NWEEBEZX NS, £z, HERE (40~50 pm) ) (T

N {}IL

o

25, BHESUTI DY
el LT, WA OE Z 2% (<7 um) (30 S <, EEMARERSDRITIE DD ThINnEEZI LN

éo
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General conclusion

FLHE Tl AVRETOWEIKD 600 fps TOHREE LHEEFT/ N2 — 0 DR AFEE (K32 71A1C
Lo T BRI 23] 60 TRE Z DR (Tr) IR E LTz, ZOTFEITEBPEIZIRO T HEIE O JH h /N2 —
DB T HEIEIERBRITGHARETH D, F2ZD Tr ZSIOITHGHHIINHENT 528 C SAAF JRJE 4
BLDEEEN AT (0 5) &—E DEIREH (Tr — Ts) ZZNE 4L 1.3rad,0.18s LHEE LTz, ZAUTE ST, 723
5 VIR B DR IR S L AT I RGN L E D — E R OB o> THEEF] 3 F — 2 2 kS
HLHEWOfETRA T LTz, 1R EE AR O R Z I ED T2 DIIAF IO TThHDH, IHITTIa
L= a Nl ko T OB D R 2Tl C&E T2,

2T TIX. 6,000 fps DB BT A BEHEM A\, KT O T = THED £V OfiEh

Z01lum D~A 70 =X & THEIL, S50, HFmORRNEORE LT L TiTo 72,
ZD XD IR — )L LRI REE THALZ IR AL LT DI, AFZENIZI U H T Th D, BIEMR
Mo, UERETOMED I (<7um) TLORANEZ 202 ERbroTe, 2D ENG

INTHEF DUEPKITE YV DO E AR A EL S 720 & flam LTz,
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HEE

LR DN A IZE#HILET, T Oishi (Tohoku University), M. Murata (Tohoku University) . Kamimura Shinji
(Chuo University), Okuno Makoto (Chuo University)., Toyoshima Youko (The University of Tokyo). Shiba
Kogiku (University of Tsukuba), Miyashita Takahiro (Chuo University), Yoshida Manabu (The University

of Tokyo). Baba A Shoji (Ochanomizu University) . Wada Yuuko (Chuo University).
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