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The factor involved in the change in foot strike from
heel-toe strike to forefoot strike by comparing leg stiffness
evaluated by nonlinear spring-mass models

Takayuki KOIKE Norimasa YAMADA

(2] A RIS 1 & RURERAE DTS ), 2 & MBI RS 2 ERI G R
SIRNMEH S 2B MBEEORE EHBITOoNL, WBZHE N LT HHE—NFET VA
% & ZOEWEFEIIIMEER S A OB S OREE (A7 1 7 4 AMl: Kfil) ZILTHYITE 52%, C
OMILET VAL, TR OIFMIGILR A WENEIAE ) MR OIRBELZZE L T, £
CCAMITEIE, RN ETNVOKE (kun) DAL D FMEWERNLOER EMETT5 2 L %
HETE L7zo kanld 8 BEBRHE O NS X B ACPIFI0 K1 » 7' v & 7 075 Ho Jej ThT iy - 0 I 4 A &
WS (F) bt L7ze ZOMR, ka3 EWEOZLITHEVERICRL L 2272, L
AL, BRI Skt S HEE L 72F & WAIEA S 5 M OTRE KR, HREEROH
MOBEE ZHMS 72, 2O L3, FEAMKICAT 245 WIEENZ ORI Ok fBIZ B S 1D
REMEZ TRIRS 5o

[F—T7—=F] WAT 1 74X, I NNAET N, W&, #RMEL, &bFHE

I. #

NHE R BN ARKRLEZD L VKR A RE L TR TE 5 D1E, Hilo BEHoOLHE IR
WG L TELERTOE RS TH L, FICAD R, HEICIEL <, SSICREEICIER
TA OB RECTEERENLZONLT —FHEL > TwE (371, 2001 ;
A S, 2003) o COREREEE LD ADRD, ME—HEEIRITOZIIZIE U CTREDHTE &
DN DZREAL 2 7 VG AT E N TE DL, FOEMEA & HEE & i (AT
AL JEAE) THho,

C ORI EERAEH & FEERAE RO 2 D125 SN B A WEEORIUL, EHEZICHRICER
FTENTIORE S —FREMEETH LEEH RO D 1 RE =7 DRE S =D,
EHIZFOHN T VICHEMETI E L THWA DI X o TPE £ b (Nilsson and Thorstenson,
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1989; Krabbe and Baumann, 1995; Keller et al., 1996; Scholten et al., 2000) . Z D% H
BEDZIIEMBZOCEHOMBTEHOZ L5 EE I3, EARMICIERERER TIZEHE
I HaioREMY (BRRVPTET LLE) »OoEMBEOTREM (REVSLDIB L) ~
EEAL L, ZO%OEEMIZ T THOERA Z 5 729 2 BIHNEE f—m B EB) %217 9 25,
A CTIIEEHIITELTERL, E2r2TREFENOWEHOH &R 5~ &) Lk
Wd s, COEMBEDREIIHE) BEEHEIO2=IE, EREE O RIS 2 BRI T80 7%
ERAESEHRENICETOMMHTCRE SN NEEILEE D, AT TIEEBETED
FEIPED) NEREDO LA 3HBT 572012, MK Er —ARKONLKE LZFOLICELGD
# 5 €7 )V (McMahon and Chen. 1979 : Blickhan. 1989) %\, ZO/NNADHE (L
TRAT 47 RA) ZALD» S JFAPIREEZMFEL T A (Hamill et al., 2000) o
HWEDO AT 4 7 A AZHZET H2NAETVIELTON 1) 22567% 5,

AF
ALleg

(1)

kleg =

Z 2T AL \3AEMBEFETET LM NL DR IEA, AF BFRFETHAE L 72H#
TXITOKESENTH D, COXPLTHOMEZAL LR VEEICIEAT 1 72 A
Wmd 52 ehbhrdb, 20X —KOBKNL L LTRADEE—NNLET VI, H
JEHEMEEDO TR OJEMES D & 9 2B T ES 2 E<HAT L8 TE S, LaL,
COETFNTREEMEO THOMEBEOBMELZFHHTE 2V, 2% 5EEMETIE, T
[ e o JakE R B AR S, 2o EALICIE T A B L BREE MR ICE D 5720 TH D,
ZDMFEIWAT 4 7 A ADEACD E) KRS N L DD DFAPREZH» S TH 5,

EEREOND /L FED 1 DICBEEED S S VT 5N 5L, FEE, HHEHER DM A
T4 7 A AFRMEE L7252 (Kutitunen et al., 2002) , &R & 28N 25001~
BT 5720 BEEIAT 4 7AADHELWEIMMC L YHAT 4 7 2 ZAE2BMESE 5 EH_E L
oo COREREZSWVILZ B L, S~ OXIE & BRI IZ RS % TSN
S HICE D, HHEEZ ARSI LLENH DL L ERBT b, — CEmEDIHIIA
YER 3 55 CHEEM AT 2 9 BAI121E, HERNIEHE MG M & 1358 2% 2 J2 BT ol 8 o HiI B
&) —REOFBEREIRDOONL 20, HHEERDO LS 2 @m0 5 LE8 S, T4bb
MAT 47X R WL EEELEN DL, ZOMAT 4 7 A AW DI=01Z, HAHERIC
EEBERAEEBICES L WEBEOLDL ) ICHREE P EEREICEDL EEZONS,
F72, WIEAREFTNTIIFIATEE & % 2 - ERBIEOZILIZHE ) WA T 1 7 % AT,
Glinther and Blickhan (2002) #%&/R L7239 NAET VA WA Z &CTL 0 FH#lICH
FHNCTELETFHEINS, TN OIERIEETIVIE, EINIEE T 5 HRME & ISR I(5E
B DIERPILISE R/ & BE O /1 22BN RE D IEREME (Kearney and Hunter, 1982 ; Weiss et
al., 1988) % %@ T& 5ET )L (Seyfarth et al. 2000, 2001) 705 Thb, 2FV, B
HEWREICR SN DR, B, B oRIETEMAREE & BIE N A OMiEEREE DO IEHRRIR THA L 5 1
HEEONENHEOIGEELHAL, fEHEMEOAT 4+ 742 AL DEZHPT L L
FRENL,

AREFZETIE, BILEAEH % FRIRIR S 2000 2R 3 5 K100 T O B L 5875 Hi by & JE 75
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s DM EE O T A IREO A Z N ET VDA T 4 7 4 AEAhHHEEL, &
WENMEDOZALOBERAHLNICT AL ZHME Lz, ZORMDZDIEES) & RI%ED S
HRELO ETHPHESNS 10 mBEBOE»SME~NOF BAEME, WEOFTHIMNET S HEN
SO R TROFELKFHMO Ka v 7Y% 7 (Horizontal Drop Jump) 3% (Stalbom
et al.,, 2007 : Holm et al., 2008) #IRH L7 T/, FEHENARET VLD ESLNDL AT 4
T A A DR A ) EE AR 2 AT 512, RSV NABIENKET
NVEDMILIZEHTHLEEZOND, COOBTBNAETVIVELNLE AT 47 3 A
b RIEFICEM L7z,

I. 5 &
I—1. #HE8%E

HED»LEB) 217> T 5 8ADFE (Blk6 %, KM2%4, KE 1 70.58 £ 6.57 kg, &
£ 1 172.21 £ 7.28 cm, Mean®SD) HFERRICZINL 72, FEEBRBAMGHTIC, EBROBE, FE
DF, 7% O, BLUOFEBROZEMEICOWTHML, &2 0 FEROFEI GO NI,
AWFFECER L 7o 31, AbilE KA R A AR R R 2 0K & 1572,

I—2. RERHE

B 124G R W72 FEBRE G OB E OFM L AP RBE 2 ) Fay 70 v ¥ TORENE
R L7ce FEBRTIIRICHEE S N2RROIEN (AMTIHHE @ OR-65) DHifZIE S 10 mDH
RERE L7, BB ICIIBRTOEOHBK LY 50 B AT Y, EI0LERTHY BA
KRB FEREFH~BE S, HRTIKRAFAE]L, 20%, IRRAFTORIHIZH HE
LR CTROFELREEZERT S & )R L7 MEERAN SRS SR OB OME
EHIE, ZOFEIOEBEVHRICHEMAERZIT) 2 & 2R L, #HERENIRE
FERHICK 1 BO X ) ZRIEEHA O AT 2L L E2 S BT 5 e 225 m3 >
79 X9 I3R L7,

I EN T O ERE DA KT LOESEN T — 5 R ET L2012, #BRERLEHO
555 URFEH, B, AMR, KEHE, Kinf, HEO6 @IS Y—7— (2cm) 2
15, REERPORE ~— 7 —DONBEELEZEHEL T4 47 2T (240fps, FASTCAM-
Rabbit-mini, Photron Inc., Tokyo, Japan) %M\ Tl L7z, e L7230 omfgiz 1 30
BILITYVINET T =T OFTE Y 7 aiiv, A L7z, B MRTE CTIUE S b IR
71 (LLFGRF: Ground Reaction Force) (Z$RE AT D Fz & AKFE S O Fx % N4
L, RERAEHEAKERECELEAE (yvil) HY)TETLZE-X P THLMy 2 UEL
720 TS T —#I1ZA /DL (PCD-320A, Kyowa Electronic Instruments Co.,LTD.,
Tokyo, Japan) /L T/N—VF I ar¥a—%— (Sony Vaio, PCV-RX75) IZRfFE XN
72 T=F DY 7)) 7EEEIZ1000Hz TH o720 M(E L GRF ORI TIXEE MO
GRFEF*MEOIRFERIEDO b F— & LTHW . RISHEAT AT THW S L72ER)
FT =y ENET— 5 O, EHET 1S ERE 1 DO 2 BRICEE L7,
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Figure 1. Experimental setup and trials. A: a lateral view of the experimental apparatus showing
the positions of a force platform placed between two platforms and a high-speed video
camera. B: representative figures showing the two different foot strikes — heel-toe and
forefoot — at instantaneous touchdown. As shown in the figure, subjects landed on the
force platform by the right foot and then jumped up to the right side of the platform from
the force platforms by the contralateral foot.
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I1—3. 7—%8if

Wi SNTZBHEN O K~ — 7 — FEIE O RS CldMathematica (Wolfram Research)
7175 5 TdbMovie Digitizer (Miyaji and Abbott, 2001) % W7z, 55 L7zM
RN DR & TEE 5 1) & 3 510 0 Sk F O ERERNDO ML 2 KILDirect linear
Transformation (DLT) #&HWTiibiz, ZORIET— % OFEFLTIINY T — 210
— XA 74 VE— GENENEEI2HZ) 2V, SHRBEICBITEHAT 4+ 72 ADEHT
X, 22DOGRFEGTDT = WL ETHL720FNSGRFOFIEOT =827 4 )V — (G
WrE W 0 12Hz) W THRE LS Nz, 20, kS 7zBEihDEEr S 2 7 X~
NONE, EEE, WEE, v 2 Y FoMELAINEE, BIUEEoMmELRL L, 2
NOLEHLAZT—509 b, MEEHAEICHL C3EBREOAE, RAMMEEOME, 51
V239 B oK Hi R o A BEIRIE & SR 72,

HWEMEDOEIIHEOMMEICHE T 24 O OEBFHHME 2L 357217 TE L
GRFDEILDOZAL 2L &R 5 ZNIFME O FEHEE I 2 GREDTERIZAL T 52D TH 5,
Fald, EROBMIEEDHAT 4 74 A LIZFR% ZIGEEDOHAT 4+ 7 A ARG T 5508

WY AT 4 TAADPESNS EE 2, DTIZRTR (2) (Glunther and Blickhan, 2002) %
v, EREET L OMA T 4 72 AR R R AT,

Platform A

High-speed video camera
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F(t) =kum sign(AL1) | AL@®)|"  (2)

2 2 Tsign(AL)) SHFIES I F5TH Y, wdMEOIMIPHELE S £74L@1)
FHAEERBEORHEOZLTHY), TRRUTOXLIVER SN,

AL(t) =Lo—L(1) (3)

ZZT Lo I3EMIEOME, L) BHEOKRIZALTH L, (2) KITRT ki EudDff
&, FERIER/N T2 (Mathematical¥%t® “FindFit” /) W TH#EL, 7z,
HECTERO@BY, WAL ET IV EIFRIENAET NV EOIEZE L THEDO X T 1 7 4
AREFF IS T 22T 0T, (1) ROMENLETVEHCTHAT 4 7 4
AxRFM L7z, M ANROHERE T, MR/ _FH: (Mathematicald%to “Fit” %)
R 72,

I—4. HEtEER

EEEOFNTT & V155 N BMEO AT T lEMathematica 6% v 7z, 205 MEET —
YBIPRAT 4 7 4AD, RIREEAEH & JEAE M DOZILICE WA RICEIL L 722 & MEEY 5 72
DI, HEDH st #HE («<0.05) 2 HV2. FOMETIZEE “MeanDifferenceTest”
Wz, RUIFETRT 7 — ¥ OFREAUTFIHME + BlERE L L7,

m # =X

I—1. EF¥5—4%

2ALBILIE 1 AORENLEEE ORI ETER A) LHEAEL B) o2 LI VES
NSRRI O T A A EE L R ORRYIZL 2R L7z, REEITIE, —OMAH#TIE
WEMCTEM L, 0%, HEHIZH 0 CTRE— 357510 — SR T~ EEM L 72,
M)y ORTEERAE LTI, HAEM LY OIEBATHEM L%, WJTm— S5~ E A2
L7z, WEREI T, ZHREoMmAE, RAEMEEO ML, B M ICE EED 225
holz, BBAEITIE, MiakE s b A MBRISE M A m~AEIEMN Uik KBz L, 20
PRI T R B M UL MR TT A AL L 72 A%, JE A5 b U e RJm B AL 3 C B2 B0 Hy
L0 B EVEREMER L2, MBHNAEMN L, MEOZLTIX, BiEHlE b TIdEb
B S A ERAOMERE O ZAEEOZ R L) b REL RSN, ThoEbE
KRR HEEOMEE, A&HEE S 2 R KRR O AEZILOIE, S5 ICHHMEDZILDHK
R EZ K 3R L7c, IR AR, BRPHEMEREDOMETH L, M3 ADEHE
DAMEE T EBIE TR A R EAE L & D HEICK S o7 (FE AR 1 105.97 £
1.80 degree ; fEA&HL © 70.26 = 0.87 ; degree ; P<0.001) 7%, B T3 EZED
ROLNLho7z (RS, wiAilEH# | 156.76 + 1.32 degree ; HEFAEH © 157.19 + 0. 77
degree ; IXPBEEN, BiEEAM ;© 163.22 £ 1.00 degree, fEA5H © 164.28 + 1.08 degree) o



Figure 2. Joint angles for the ankle, knee and hip, and leg length obtained from five trials vs.
stance time in heel-toe strike (A) and forefoot strike trials (B). All traces are from
touchdown to toe-off. In the heel-toe strike, ankle joint angle at touchdown and leg
length at mid-stance were larger than those in the forefoot strike.

A:Heel-Toe  Ankle Knee Hip Leg Length
160
100 155 165 0.86
0.84
150 0.82
90 145 160, .
140 0.80
80 135 155 0.78
B 130 0.76
5 70 s 150, 7 07
c 0.0 0.1 0.2 0.3 0 0.1 0.2 0.3 0.0 0.1 0.2 0.3 _T:: 0 0.1 02 0.3
o 5
® 5
S B: Forefoot E3
]
2 10 160 3088
155 165 0.86
100 150 0.84
90 145 160 ::;z)
140 .
80 135 155 0.78
0.76
70 130 074
125 150
0 0.1 0.2 0.3 0 0.1 02 0.3 00 0.1 0.2 0.3 0.0 0.1 0.2

Time (sec)

Figure 3. Mean joint angle at the touch down, at most bended and change in the angle from
touchdown in ankle, knee, and hip. An asterisk indicates the significant difference (P <
0.05), three asterisks indicate the significant difference (P < 0.001) and “n.s” indicates
no significant differences between heel-toe strike and forefoot strike.
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7 Wb B 5 K il A B LS B E & B PAET CRIEE S-S A B ISR E o 72hY (EBE, RBiEE
AU 0 69.16 = 0.94 degree ; FEFEHL ; 57.94 £ 0.94 degree ; P<0.001 ; BEBIES, wid
ERAE M 0 158.17 &= 1.11 degree ; JEZEH ¢ 154.37 £ 1.06 degree ; P<0.05), HEFAHT
WBAEEEI o7 (FEEEHR ; 127.8 = 0.99 degree, fEz5HL © 126.97 & 0.78 degree) o
EHIRE 209 2 i K HiRE o0 f BE iR C & R RIEN & IR BIET CAH B AR b7z hs (2RI,

R EERAE My ¢ 36.81 + 1.37 degree ; &M © 12.33 + 0.52 degree ; P < 0.001 ; PRRAH:,
I AHEE ¢ 5.05 + 0.49 degree ; HEEM . 9.92 + 0.40 degree ; P<0.001), FERHH

TIIHEBENEO N D - 72 (FiEERAEH © 28.96 = 0.96 degree, JE#H : 30.22 + 0.66
degree) o HHEII T 2 HEOEHEIETIE, BLIMEHESEAMEL ) IHFEICRED
o7 (RiEEBAH : 9.92 £2.20cm ; A : 8.12+1.66cm; P<0.05) o

I—2. Bh¥r—4

B4 121%, HEAH (A, C) LRi2HAM (B, D) (2B 5, LFHETH DML O AR D21t
T AFxEFzOE ) FORE SORBRERTEEORES LKL, E22o0K (A, B)
RIERT OFER, T22o0 (C,D) RIEREMITOMEETH S, MFDOTD, TO, MS
X, ENENAEM, BB X O AR, AR CTIEF SRR TD2 5 MS
FTHWML7Z, —H DA TIIHIMOILMIRIEREEAE M & FERICHEML 7225, FCldE
WHEBIZL D 1R — 2 0%E, ZLT2RE—ZDFRAEL VD LI I12, FiRLEHEE X
BEDWEERLIZ. BEARET VI NESNIZAT 1 7 3 AIEEHEMEDZALIZRE S
HEANRO LN (BREEH © 11.84 +0.89 kN, /m ;#E## : 10.92 + 0.87 kN_/m ;

Figure 4. Schematic representative data for the waveform of curves showing relation between vertical
ground reaction force and leg compression during contact phase and curves estimated from the
length of leg compression during the first half of contact phase and the values of leg stiffness that
estimated by linear (A and B) and nonlinear (C and D) least-squares method in representative
trials. The traces in (A) and (C) are the curves obtained from heel-toe strike trials, and those in
(B) and (D) are curves obtained from the forefoot strike trials. TD, MS, and TO shown in each
trace imply Touchdown, Mid-stance and Toe-off, respectively. Thick lines indicate the result of the
linear and non-linear fit estimated from linear and non-linear least-squares methods, respectively.
Thin lines indicate the measured vertical ground reaction force and leg compression.
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P<0.05) o M4 A, BHOKVERTRENIGMEL VEONIZAT 4 75 AHE
HEREMIRICE DHEESNDE AT 4 7 XA O WTIE, RIEEAE M TIERIEIEIEA I
F—F EREA LD, HEMIHETERIIEEE L 2o —HOIERIEET NV X
DHEE L2 AT 4 7 3 AR R A TIZHEM L EE L, M)y ofss#h T3 b
Y — 73R E CIIMNEBE AT 1 7 2 AMBUTES Lo 7228, FRUS 0T
EMEBEE L7 AMEEOZALIEI ICAT 4 72 A (kun) EIEHENE () OFEEIL
Boneh o7z (kwn, HTL : 41.64 = 8.79 kN /m#; FFL : 43.46 + 7.62 kN_/m" ; u,
HTL: 1.24 +0.62 ; FFL: 1.37 £ 0.60) »

V. & ¥

AREFFETIE, RIEEEAEH & A DO ZLDER 2 MG T 572012, KPEBEIZIE) Fay
TV v TR WBRE IThE, THOFEREEEERE LIERENNLET LV EF T
EWREDOAT 4 7 X AR 72 WIEFEMA, BEEITRBIENS 720 Ol o#E
AT o 7205, BREDEMENEDIGRE Lah o721 bBb 5T, SEMEHELEIT- 72,
COZEDS ORI KR E LAEMEBRENGERIERTL2HELTHY), TOHBERED -0
ICHIE ST HRITO R TH D L v b, 8512, ZOIEMEAT 1 7 XA L DL,
BLXUOKIED7-DIERDEIENAETVNDAT 4 THR A B L7z, EHBEF L L E
BNTAT 4 7 A AEEIWS PICHIEANAETTVOZFENL ) QEh o 728, BAHEMEDZEAL
WY BB L E I ol LML, EEMDOAT 1 73 AEIRFIETOFNR LY LD L
722, WSRO LR S0 mEs v, AMEORGZXH Lz, ZOEOE
XIZonTiE, WEZMLOIERELEILEZE LTS (2) X»b, BRVIZLEZ R HE K
NEMEORFRE LY EEICKM L -2 EAERE LTHETONEL, £1UE, EBICK3I D
LV ITHBANRET NV EIERELY, EMEICEMUT 2 AT 1 7 2 AW 2N Z & D
bbhbhb, TOL)LREEIPS ZORTIEIEVAT 4 7AAERE LN EEZONL, —
HTIDE) RO E IO E SN LAY, BHEEOZALIZE) 2571 7+
HOEPHEON LSRR TH L LEZ D, TNUEL, AT 4 7 2 AMEDHEOME X % [
T5720, MEERTRAUES 2o THNEEZONL, LA L, EELTIESELE
BOREFEICBT A2 HE— B OAFE U RHEOR LA O ZN L D /RS, BN
ICIEAEBEROZENZORMTHNL TV, CZORMTOMBOEICETT LI LI
EHFEBERERETIIAT 4 7R AHDKE SIS B TEENMEZ RBT 5,

—HOBEETFT N OHEE L2 AT 14 7 3 A2, SHETEOZEIIZHE ) ZRo 5N,
FEHEEDOAT 4 7AAPEEMOZFNRLI Y BEZFICHML 720 ZOFERDIFHIEN
AETNEFFRIC, HEMLE T5-0IHMEERO L 2R S WNEE oI L E2RET 5,
COAT A7 FAEDEL, WEEHMEHRKIDOMNAIZ L > THE SN L HEEEROEREIC
bR END OB WEEREN AT A 7 A AMELZRPSEBERE S EZ HNDL, FEE,
Giinther and Blickhan (2002) (%, /N E TV AIERE 28T 5 i K ~DIBE
PRI L, THDbENIDEMIT L NBEOREIRENZ L 2HEL VL, L
LIS, ZOREEOR S MHEH & ORI 2 WEIBRS K S 72725 Th b, fllx
OEOIEHIZHEENM AT 1 7R AN E G2 2 & 2 EZET L5 A TR
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THTHALEDT, SOLLIMAVPLETH AL LBRTWV5E, KIFFET D TR OIERIEH
BB EN o/ bEZONDL, SO ENE, WIBEANAET VIIEELO X 12
T o 4 & MU ST OB ASIERIE I 2 BAGR T2AL T 2 558 12/ & 2 T 1SRRI E D
BRETHW2 D TIE% L, BiBERD L2, MBEOMBRIHRIELL %256 I1CHVLRE
Th»r9o

TEE)EI I A B EDOZILIZIE U T 2~ O T EBEE T8 232k L 72 RIS IC D W
TIXEHE:, AJRMAE, 7L URMIBRIZOWTRE LB hd ol — DR
ERBIEI T, AWBEEICIC LB RO N, INH ORI, FTREAHIIEE
WEEDOZALICH DL THIC—EDAELL ATV, SV, ZOEENIE I
AW EOTNE I EZRBT 5, FRIC, HEHO X 2 ERAEH O EIRASHIR S
DAL, EEESPEMEEORED O IS BRI AL VBT AEZ 2T
HMLU7-0722%, EBICIETEFEAILIL L kol 2O &R E T HEEIX
M2 & o THERMEAfT DN, fRE L THEETEIICEZS o/t EXONL,, S
IMCPES WA T 4 7 3 AFE & BBEEOBRICOWTIE, EEER vy 7Y v v 7EH T
DREON, ANEIMCHEI AT 4 7 A AW ELE, BREMAT 4 74 A0INT 5
W) ENDH S (Arampatize et al., 1999 ; Arampatize et al., 2000 ; Kuitunen et al,
2002) o COFEREARPFEOMERICEZWZ 5 &, HITHEIINORIE & v BEIZB W T,
MEiTEi 2 K& (3w e, 2EVBMEEZ2EOL ZEPERTH S I LATRES
N5,

—FHORBEEH R ICOWTE, SAIERHICHTARENERLL ZLEbN TV,
JERAF T, BAIMBBREANOZALICHIET 5 72012, WAL 5 N — ORE R IGE) & 17\
BREETHILEFELN TS, TN RHEEEHIESHENICHVHERVEZREOZ &,
Z LTI & 28 IR I~ OB 1 7 M BEZAL ISR VA3 B B2 S i~ O iR T {2E 10§
BREENPENTOTH S, KL, AIDOERISST 2 REMELC, BRPETEB) LG
BT 07 7L ENTEENA T 7 V=120, 74— F74—7— FIICWEI§ 5 L3R
EhTwa (Daley et al., 2007 ; Biewener and Daley, 2007 ) o AAF7ETILHIEEAE O
FAEIHIAEICH LTI 2 DRI Z U TH A, LA L, HEEMOEEICIIREREE»EHE T
THONEREFHBERHOIHo TV EXOND, L2 >T, WAT 4 73 ADFREIIZH
5 THE S TOIERICREICIIBEA I EbD o ThwizeEx o, ZOEZIIZOHAEIC
EFEBTIER WV,

D IRBROEE A & D IED & 9 1ITKE A MBHEERAROMA 7 4 7 4 212D T, Seyfarth
et al (1999) & Seyfarth (2000) 2AEE—NAET N EHOCTHIEL TWb, IEHIZAT
4T ARAEED DL THREAERSINS 2 &, SHIZHE NN RO PRI 2 D0 IR HH
BEFREN L CTERESNINSZEROREICL VMM N EZHRT LI L 2HmEL T 5,
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