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Estimates of heritabilities and number of genetic locus for responses of Runway Test in Tsukuba

Emotional Strains of rats.

Seiichiro Masui and Osamu Fujita (Institute of Psychology, University of Tsukuba, Tsukuba 305,

Japan)

Genetic and environmental contributions to emotionality in rats were analysed using the
behavioral responses to novelty of two inbred Tsukuba emotional strains (THE and TLE) and
their derived four hybrid generations (F,, F,, B, and B,) . Components of variation, heritability
and number of loci responsible for differences between THE and TLE strains were estimated.
Although disections of genetic variation into additive and dominace variation were failed, the
broad heritabilities of 20~50% were revealed for ambulation and start latency. All behaviors

analysed appeared to be polygenically controlled.

Key words : genetic analysis, behavior genetics, cross breeding, heritability, emotionality, nov-
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Ty rReTAERAWTRRTE 2HEE T 5 Hik
1%, ZOREBED o MHIHEFRER & 5 HERICKEIT
& % (Welker, 1957), B A —7> 74—V D
&5 RHEFLREREECEY FEBERAL CERENS
HERERPHETZHETHY, BBEIHYWED S
PUDENNREICANTEE, TREERLL
FRRBERGEAOHA Y BEELEZG T CHEY
LHETH B,
 BEBOBECI v NERATRE, Ty bEET
EHRTEFTFEEICHL TH20 2 HEMIER
(visual exploration) #1T- 7%, WECHEEH
FHEECHT LR, DWIZZBEIFER (loco-
motive exploration) ~N:BITTZDNEETH S,
L L, 22 TERESNDERIGICIEZOKIGEE,
TBHE, FEFEFRIC % D OERENEEL, B,
BIRDPHAEDEL Z &R LRWER, 0FL Ik
3 2800 W, TORANHTEIHE
[ 2 @i ERL TH D, i, BHERHRE1TS
EEdZ 5 ThWEEDH WS,

ZOL S BTN 2ITERE AR T
1&& 1 (emotionality) & > 3 FFEEASEHNICH WS
n, LEOTERIE~OEBEGHIZE D WT LR
Mg aNTER, LirLiads, 0% 3REHE
BRECH I A —T>7 4 =NVEFEHNTEY, H
HIERBE E FHWi-geizd e h oz,

BEH (1975a) 12, S v b3 # b F b RIEEOEY
THY, BHHERSHE®S v FSBERBEICE LT
BEHoR» o T 2HRRT 255 LERMLT
W3 ZEERIERHL, BRERSmERAWTI Y PO
HEMEEHET 2 2 ENREREE R, DD
WERSNIEED, BEOHFEFRE L2 wEE»
ORAEE (Fvvzd) ZRAVEI YA o T
ANTH2 (BEH, 1975b).

ORI, v vad «c TANTHEENRD
HED> LBENEREE R HEEE U THAAOZER -
R A2 ER, HEELIZEASHEWREE,
X S HTENEHLRHED 2 ROEERT v b &
B LU, B0 &SR & L CTsukuba
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E15E% (Tsukuba High Emotionality; THE),
BEIIFTEMEOELRER & L TTsukubalkIE &%

(Tsukuba Low Emotionality; TLE) &#fTi) 5
/e (Fujita, 1984).

bhbhik, ZO2RHEDZ» M 2HEAHELE T 5
AVTINEREBIBD, T T2l TAMNTIED
THESEEREL:, ACTFAZHEEP, (22T
X THE), P, (TLE) & ZDHESE 1K (F,), #HE
FH2MR(F,), BLXUF, 2P, R L3 L 2B, P,
RUZHLI:B,D 6 AR ERT 2Mx w5, Z
D MR BRI WERAIAEL, 22608 &\ 5 K3 D 72
bOThHo7z4, ZOEWIREL DT TROD 4D
Th-iz,

1) BEEEHE T 2 EEER EBBEEROZ 1
FROFESE2FET 2. L EErix, et
HOENDLEHED S 5T, BETHE (genotype) I
LOoTHELZ BB ENLZ T E 5D, BEERIC
EoTHUZNBIZENR T RED L0 EMEET .,

2) 7v MOBEMEOEZHEE (genetic archi-
tecture) EHREFT 5.

3) THELTLEICEE®D SN A EEMEDZE L &
BRIz EOREOROBLZFENEES L T2 Do
ETD. '

4) BEEOERERGETHEEN B % 0 2 RET
T3,

ZOEBROER I ZF O—ERE I - BEH (1987 ;
1989) KBV CEERFRLIDS, FREEREDOI B
DVEEBELT, Tvv A7 A NEAE B
EEIR, O SR, OF XFFHE, HEER, EX
EiVERE, BRZEH) & REIC O W THRESE 2R
BRHET AW ThHoT, FLTC, BENEEE,
Bi3ERL, OF &EE, DFER, EXEERO 5 H
BRIy A0z wln—EEE 7L
(additive-dominance model) Z#E& L, FHII—E
MERIOEBGHEZFTTLRETCHS Z &, HIER
FOHFEGVBRKREWRETH L Z EBRWIZENT:,

LoL, 20 ONHIEFEHEOBRERD A %
WL DTHD, HBOBHRERCOWTIES
LT WwWEhotz, I THEPETIE, AVT UK
MroBohizetHEROT Yy rDT vy r g « TA
NF— EELSWL, DBERBRERCHETSZ
ERAAD,

AFEOBIE EED 1), 2), 3)TH5H, 1)
B L T, EEB BN T 2 HENE S S8
(additive variance) DEIE TH 21 BEE (her-
itability; h2) %3, W TV OLDFETEH
T &7z (BEHE, 1975b ; BEH, 1975c¢ ; Fujita, Abe
& Nakamura, 1976), FFETIEFIIC AV TR

H125

HNITR L 2 ILEDOBEEE (h?) LHEBROEEBE
(hy?) OHEERZEL I LICLD, SRR
Mz252Er2EET5,

7230 L T, TsukubalBEh%R T v kD&
RZAETE TORENSEIE O A OHER S WHERN T
HolzZ b, R Y— (polygene) &L -T
FlEhTwad 2 Lma@Eaniz, Larl, Zns
EOREOEZDPIINDPo T, T 2 THEF
FTE, AVTNIESTEIOBONE VT A —
FERAWTCEGTFEROR/MEEEZEHT T 5,

WIZ 2) DBEHEEEC D T IR T #7200,
EEHEEE L, ECERESR (B, &4, =EX
Y Y R) OB — > R2ERT 5700 TH
% (Broadhurst & Jinks, 1974). Broadhurst &
Jinks (1974), Mather (1973), Roberts (1967) &
iZ, »3WEORGHERECRED S 2 OEEIRE
WCZFTELERERICODLWTHR T 2 HG2»HE
ST EZ, ZOHEME, ELOERBT2HA
BEFUITEORRBEOECHEIFICEEL, Lizdo
T, ZOHEEHBEITREDHRBEROER 27T X
FTRELIEZRDERL TN,

BRI — Mz, FRORERE R T ERSZER
SN B LEAER (stabilising selection), BEE S
5 phSEEIR & 2 5 M IR (directional selec-
tion), BL U2 DU LORFEE EFEXEE &
RS Z N ZF IR & 5 S WHEIR (disrup-
tive selection) @ 3 DWHEI N5, ZE/LFERE
20T E L BEOBRGEEDORHE, EE (domi-
nance) MRML T2 Z & F 7z A MEDEYE

(ambidirectional dominance) BEEL T3 Z

ETHB, INHEDLEDETER L REDEGE
WERL T %, £ AT YA HRUMD B W IEEIR
PEAAECE DRSNS LIRESND, Zh
SUTC, EAERREZTCEETIREENSR
& S FHMREGEOEITN S Vv & S BEBE LR,
L7:h3oC, MEBOBEFIZLFOBEGRICHEL
TEL 25,

BOMTIE, SBMOBREREHRN T LiIcLD,
Z v b OBBHEOECEELECEL TOMREES
ExRHBENET S,

I

WERME, TEIF X b B L CRIEEOEH I .
BEEH (1989) LE—Tdh % O CTHHIZETT.

WhRE SEREMMA R L T2 THE (P,) 164/
($670E, $970E), TLE (P,) 187/5 (%99rt, &
88pL), F, 179VC ($86pu, 493ML), F, 2L 32
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F, 29475 ($1550C, $139FC), B, 17805 ($84/%,
$94P5), B, 2210E ($11205, $109FC) % vz,
TEITF AP £EBOOH L D EFIAMI Y =
A4« TR NETV, BENEEE, OF XER, 0F
EIEf], HIFER, EXERER, REHO 6 HE,
BELUOERERRE L.
REEOEHR BENEHSE YL, 7 3B
W1 RNz THEER, OF XRFMIERETHRLL, H
FEWENT 1 202 TR, EXEERIT 1 20
ZUNEESE, BREBUZ0.52 M2 THHESE L
7z,
SiE HIBBEORRBKRESh3&08, &
FEFHC L > TEUZHEE, FNE 3MITxEE
BRI Lo TELLI DM DT 22D TE 3,
TRbb,
Ve=Ve+ Vg
7272 L, Vi @ REEHE
Ve [ BIRHE
Ve | BRESE
BESE (Vo) 38 2 ZIEINEELE (Vy), #
HaE (Vo) BLUEETEROXEERIC L 25
BIobbIRI v ANE (V) o750 3
P, WEIERASY YA & ThIE, RER
DBUZRD > ERENB,
Ve=V,i+Vp+Ve
ATV BN 6 AR (P, P, Fu,
F,, B, Bz) @ﬁ%&%ﬁﬁlﬂf, RIFASEED 5B D
HEETH 5. Py, Py FICIHIETROERED 5IEE
DEZ 0 TH B, LizhtoT, Sl N TEES
MEARTIEMTESELS, ZhsDHRDHE
»EBREAMOWEEESELNS,
WRICEEBESETH 25, 2§ 1 00EEFAaD
WTEZ 3, 1EBEFEC2DOONILEEFAL &
Yadbzd ey s LAA, AaB &k VaaDiEfzFEs
FET S, RTESEAA a3 H 2 BEIKE 2 3
FLomEEMmET S, AAdmas+d, aald—d
DIRERFEO LT3, AT oEAFAalImM» S h D
RER2ELDZDDETS, Lizdi->TAA, aa, Aad
BETFEETZNZhm+d, m—d, m+hed
3,
BECTHROEEOATTZ 1 TH I 05, 98
BRETEMED 2 RIHEERRU L LOORM» S
FHED 2 AT T TRD SN D, F,TIAA
e Aansy, antSpOMAIZED, P
1

m+7hﬁ%5#6,lﬁ®ﬁﬁ¥ﬂiéﬁﬁu,

Hm+ a4 m ) +Hm—d)— (n-+h)?

C R B B EREOREE LA E TR 49

-1
2

L3,

2B EEYT 2 kKEOBEFOBICKEER
%L, OV Y=Y, chs k{ED
BEREFREILOEESHEIZECTFINEFLD
NEOMER DS, Thibb,

1 1

52+ 5h
X > TR, 50,

Viea=5dt+4Sh 4V,
L% 5, FRICLTB, B.Os#ERD 2 &,

1 1
Vo =S~ Sdh+Lhe+V,

ey Lye
d*+-h

Var=p3di L dh+E3ni Ve

Ligd, Lich->T, RUKMOOE ZINZ b0
i,

vm+vm:%§&+%

Sh?+2V;
LB,

EIBT, AVTNKHTIX 2 DDA R E P
HoE®D2DTH5»0BETHAAaaDEE L%
L, ZOZERTRTOEBLBTETHZS, Z0
£ S AAMRIES B L EEAWIZ T TR 5, 4
ShPEZELW I ERbhoTWw5, LizdisT,

Vi =Va+Vp+ Vg _

Ve + Ve, =V, +2Vp+2V;
kb, IRHDRMSG,

Va=2Vi— (Vm +V52)

VD :sz _VA '—VE
NESND, .

TEIMEES R L EESE BT, X5 1ITE
BOEEER (h,?), FEOBGE (h,2) BROSN
5, Tikbb,

Ve
Ve
Vi
Ve

th:

hy?=

TH5,

RICH BB B T 2 DDIELFRDERD kE
DEETFEICE>Tbs8h3 T 5, k{EOH
IHEET OFIRHEE L TR, HEIBEESEI
KDESERbEINS,

Vi=gSdi=—rkd?
Fiz 20k EBETOMHMEROBLI ([d]) @&,
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[d]=kd
THD, £-T, [d]D2EE2EIEEHEX 2T
Blnd, BGEFEHkSKROoND, Thbb,
d]*
k=4
TH5,

CDEIWLT, 20DERREZDF, F,,
By, B.» o, MHILEEZSH, BESE, EREss
KEBEFEROHEEEIRONIDTH 3,

B TIE, FEOFEEZEALI VY24 «F
A NEUEOBRESH, RO, HEIGEESE,

BEETEOBMOEEBERD, & 5LCLBOBEE,

WEOBREES L VBETESHEHEZEH L7,
7o 72 UBRESBOHEE X, Py, P, FHtHR0OE

AT OHLRCE > THlREE %5, EHHTIE,

WD 2 DDERBEAHEEMIZ DO THRET L7z,

A Vg :-:]))—(VPI + Ve, + Vi)

B 1 Ve=a(Vi+ Vea +2Vr)

ABEEEF, OO THY, BIAF, 058D
EAEWHD 2B LIzbDTH %, Mather (1982)
WBOHMNHEYITHZ LR TV B, 2 DDEESS
BUEEMEDH 5 DT, D85 A —FHEEES #1L
FR2OFOEHLE, &7, AR, BITE
T &5 WHIMEB OB E DT E B WA E o
jz. ZOBEBGTFERMEEMEIZWright (1934) &

FWEKRZFELEFEHY

&

E12E

FIER I HIITE G DB OR D 0 ICEESEOE F VL T
EL.

BB, ZITHOR[A]EB I URHRODEDE
I, S - FEE (1987 ;1989) KHERLE-HLDOTH
5,

w R

BREECOWT, BEASW, EEH8, MINEE
S8, BHOH, BERB I UBEFEROMEEHE
E2RLIcDMTable 1~ 7 Th 5, BEEER, O
TR, 7 XEFR, HFEEEIC OV TIZ 3 HMO
GiMEL LB IHIT LD LI,

Table LizmU7: & 5, BEEESHE LT, A
DBEEDOHBBOHFE LD bBCHEHEE» K
WA, FNTUMED 1 HE LD 2 BB E
D B WIFFEIEEAMOMEEMEIZE LD, &
BOSENIRIN L ote, LiedioT, REDE
BRIV RBOBGENIRE BB L0 ETR
BERERSTHDOWE W, FKEOELGERIADES
T MET.2~4, HETH.5, BOBE TIM
T.1~.3, T ABE L k-7, BETFEROEE
EZAZRWIGEEEBERAVEEETHT2~7,
WTo~5 o7, '

DF ZRREDFER % Table 212K LTz, TXTDE
B THEIMEES B E 2 SEESEUEDEE 2D,
SEOSENIRII U edp o7z, M HBLT1H

Table 1 Estimates of genetic parameters for ambulation scores (square root)

Female Male

Dayl Day?2 Day3 Total Dayl Day?2 Day3 Total
Ve 2.904 3.644 3.224 5.903 2.087 3.194 2.856 5.966
Ve 2.276 2.230 0.808 2.801 1.716 3.422 3.330 5.768
Va 2.187 2.995 2.532 4.191 —2.540 1.575 6.262 8.805
AV, 0.090 —0.765 —1.724 —1.389 4.256 1.847 —2.932 —3.037
h,? 0.422 0.510 0.628 0.481 —0.668 0.238 1.012 0.750
hy? 0.439 0.380 0.200 0.322 0.451 0.517 0.538 0.492

k 2.3 1.8 3.3 3.9 2.8 2.0 2.2 3.4
Ve 3.361 4.717 4.186 7.603 2.341 4.015 3.718 7.714
Ve 1.819 1.157 —0.150 1.101 1.462 2.600 2.469 4.020
Va 2.187 2.995 2.532 4.191 —2.540 1.575 6.262 8.805
B V, —0.369 —1.838 ~2.683 —3.090 4.002 1.025 —3.793 —4.785
hy? 0.422 0.510 0.628 0.481 —0.668 0.238 1.012 0.750
hy? 0.351 0.197 —0.037 0.126 0.385 0.393 0.399 ©0.343

k 2.8 2.8 — 7.0 3.2 2.6 2.9 4.9
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Table 2 Estimates of genetic parameters for peeping latency (1/(x+1))

Female Male

Dayl Day2 Day3 Total Dayl Day2 Day3 Total
Ve .0109 .0207 .0185 .0696 .0099 .0198 .0297 L0712
Ve .0100 —.0001 .0054 —.0047 .0071 .0013 —.0018 .0052
Va —.0136 —.0066 —.0040 —.0433 —.0061 —.0126 .0085 —.0104
A Vp .0235 .0058 0094 .0385 .0132 .0140 —.0103 .0156
h,? —0.652 —0.331 —0.167 —0.667 —0.359 —0.598 0.304 —0.137
h,? 0.479 —0.042 0.228 —0.073 0.418 0.063 —0.063 0.068

k 0.2 — 1.2 — 0.4 4.8 — 11.5
Ve .0095 .0192 .0191 .0673 .0088 .0187 0273 .0681
Ve .0113 .0007 .0048 —.0024 .0081 .0024 .0007 .0082
Va —.0136 —.0066 —.0040 —.0433 —.0061 —.0126 .0085 —.0104
B V;, .0249 .0073 .0088 .0409 .0142 - .0151 —.0078 .0187
h,? —0.652 —0.331 —0.167 —0.667 —0.359 —0.598 0.304 —0.137
hy?* - 0.545 0.034 0.201 —0.002 0.480 0.115 0.025 0.108

k 0.2 7.9 1.3 — 0.4 2.6 14.2 7.2

Table 3 Estimates of genetic parameters for peeping time (raw)
Female Male

Dayl Day2 Day3 Total Dayl Day?2 Day3 Total
Ve 153.8 192.5 211.7 1015.0 167.4 251.6 241.7 1157.9
Ve 46.2 53.9 92.0 17.0 192.7 144.9 183.3 922.6
Va 76.9 —244.9 220.9 —204.3 293.1 197.1 174.8 1395.3
AV, —30.7 298.9 —128.9 221.3 —100.4 —52.2 8.6 —472.7
h,? 0.384 —0.994 0.727 —0.198 0.814 0.497 0.411 0.671
hy? 0.231 0.219 0.303 0.016 0.535  0.365 0.431 0.443
Ve 176.5 -~ 218.0 234.7 1115.5 175.8 289.8 298.6 1298.6
Ve ‘ 23.6 28.4 69.0 —83.5 184.3 106.7 126.4 782.0
Va 76.9 —244.9 220.9 —204.3 293.1 197.1 - 174.8 1395.3
B V, —53.3 273.4 —151.9 120.8 —108.8 —90.4 —48.4 —613.4
hy? 0.384 —0.994 0.727 —0.198 0.814 - 0.497 0.411 0.671
hy? 0.117 0.115 0.227 —0.081 0.512 0.269 0.297 0.376

HOBRBEAMBW/NS L, BHEEI X LEBoTKE
{mrEMRMBES>N3, 1HEIR2HBE3HER
WU TEBEHBNAE L, Lids TEHEOEER
bRE»oT:, 1 HEOLEDEBEBEROHTEME M
e b SEIBRORNL, 2BEE 3HEIZEDHE
5 IMBEE CLiol, BEFEROHEMEI 1
HEWMET0.1~0.2, HT0.3~0.4L %5758, 2
HEMEEZL. 0 E &7 5 7z,

DZ ERFEIC DWW TR TEHEOEREEZE D
EEBEsNZR -0 T, BEFEHKOHEES
Kooz wn, XoT, ZNUSNOHEFEE % Table 3
WWiRL7z, ZORIE S HEIEEIEE 2 3B EOE
DEDELEZY, BEHNBSZELE-RBEELH
%, IRBEOBLEIML VHETKE L koBEN
%<, MTRBELF 3~5L%o57,

HEBRFICBWT Y, TabledicmLIz X 312, &
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Table 4 Estimates of genetic parameters for start latency (log(x +1))

Female Male

Dayl Day2 Day3 Total Dayl Day?2 Day3 Total
Ve 1672 1753 L1511 8726 1223 1541 .1555 .8166
Ve .1128 .0958 .0917 .5496 .1509 .1665 .2353 9717
Va .1633 .1632 1029 .6906 .0390 .0978 .3524 .8334
A V, —.0505 —.0674 —.0122 —.1410 L1119 .0687 —.1271 .1384
h,? 0.583 0.602 0.425 - 0.486 0.143 0.305 0.927 0.466
hy,? 0.403 0.353 0.375 0.386 0.562 0.519 0.602 0.543

k 1.9 2.7 2.4 3.4 1.3 1.5 1.3 2.3
Ve .2035 2152 . 1866 1.1090 1412 1821 .2022 1.0333
Ve .0764 .0558 .0552 3132 .1320 . .1385 . 1886 . 7550
Va .1633 .1632 .1029 .6906 .0390 .0978 .3624 .8334
B Vp, —.0869 —.1073 —.0477 —.3773 .0930 0407 —.1739 —.0732
hy? 0.583 0.602 0.425 0.486 0.143 0.305 0.927 0.466
hy,? 0.273 0.206 0.228 0.220 0.483 0.432 0.482 0.422

k 2.9 4.6 3.6 8.4 1.5 1.8 1.7 3.0
Table 5 Estimates of genetic parameters for E Table 6 Estimates of genetic parameters for

latency (log(x+1)) defecation (1/(x+0.5))
Female Male Female Male

A B A B A B A B
Ve 6923 .8236 .6264 .6357 Ve 2317 2439 .3307 4147
Ve 5619 4307 .2161 .2068 Ve 0567 0445 2670 1831
Va —.5045 —.5045 —1.1933 —1.1933 Va .3161 - 3161 L7208 .7208
\' 1.0665 9352 1.4094 1.4001 Vo —.2593 —.2715 —.4538 —.5377
h,? —0.402 —0.402 —1.416 —1.416 h,? 1.096 1.096 1.206 1.206
hy? 0.448 0.343 0.256 0.245 hy? 0.197 0.154 0.447 0.306

k 2.6 3.4 5.2 5.4 k 2.3 2.9 1.4 2.1

SR BIC S T LE SIEENEZhoT, 0
BE T HEEABCRHEINEE S8 L BB AEl

TEHAMIFIMEC B THII U ol b2 5,

AEDOBEBRIGABEOSITIC BT ADEE TN
THI .4, ETHI .5, BOBETIIMETH .2, HETH .4
BELrZo, BETEROMEEMEIZA L BOBS
THEZ2~5, HiZ1~2 k-7, 3HMEOAEF
B b ECEHLBEMTIIADEES3.4, BDW
58.4, HETIZADEE2.3, BOEE3.0TH-7z,
Wiz, EXEEREOFEE 2 Tablebiz; R L7z, EX
R 3 HREOAFHEIC DWW T L, Hide
L AMEESESEDE 2D, HEOHENIET)
Ligdpolz, hBEOBEERIZA EBOBEMTE &

Z.3~.4, HT2RELRY, MOFWEL Ko,
BOTESHEERMET IEE, HT5BEETH-
7z, )

Table 612 IIBBIZERIC DOV TDRERE T A —
5 OWEMERL I, W e SEESBESEDE L
Hodz, Lleddt-> T, HILERESE, BHEaE, &
TEROMEBITE REL ko7, A, BOBHA
BT ARBEOBGRIMTH.2, HT.3~.4k
ol, TOLEDBRGTEEMHEEMEIMRE b 2
B TH oz,

B DWW T ORI Table TIC/R U 7z, M
L BESESEDEERD, SEoSEIRTER
ol AEROBEEEIMEL VEL, A THs0
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Table 7 Estimates of genetic parameters for body
weight (raw)

Female Male
A B A B
Ve 241.2 244.7 701.9 686.2
Ve 24.4 20.9 15.9 31.6
Va 260.7 260.7 363.4 363.4
Vo —236.3 —239.8 —347.5 —331.8
h,? 0.982 0.982 0.506 0.506
hy,? 0.092 0.079 0.022 0.044 .
BIRBE RS,
E-

Z 2 TIT o e BESBUE BITEE S B & B ISR
WHEIT 2RAE, HIEEESEIEBEIEO LS
SEPWHE R SIZEENE L, BBILx»rolz, X
Y FNTHSEETIE, TOL3 BRI ENHEIR
TWa 5% % H %, DeFries & Hegmann (1970)
1%, 2,600l A D=7 A WA —T>7 14—
RITEI DB 21T o 1208, HOPHEROEMES
BOHEBEIZA L K-, Z2OMicd, 7 AD
activity cagelZ B 2 EEIE 2B E LT L7
Newell(1970), 7 ADA — 7> 7 4 —) R{TE %
BRI L 7z Whitney (1966) S48 (1983), ~ v
2 DHEFTEY 2 BT L 7eMceGill (1970) % ETH
HEIREES B D 2 W IBEASEBEDE L ko,

NSO EICRBND XS, AT NSk
& AW TIE, EEMBOSENCETIL 2SS
DL\, TOFFEIZSE OB INE & REICE -
THY, BEAMEBCHEIBENPRES(FELTLE
5 EEZ NS (KEF, 1983). #DflicARERICE
WTiE, THELTLEDSDENE L ool
&, FIOOEMPE,O0BEIVRESEELWVD
TryonZRB RNl 2 &, BESENTED & nl:
ZEREDBHBITHELTnE LA bh%

HIBESROBEELS  DBETEITH >
Jele iz, BBEOBGEROWE DRI Lok
W25, LLans, FlziHo 2 BEOBENS
FECHIEIBMEDEDEE LD, REOER
R 238%15 7,

itz k 3z, 707 A TEOELERIEE
MBS ETWL OPOHETHRET SR TEL, 27
FHEREK & 2HE (BH, 1975a) Tk, B8
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EEIE, HREBEICBWTEIF.20~.40, EX#E#E
BE 12 38 v TIEIE.30~.55, B I B W TIE
12 .10~ . 30DESESNT WS, iz, HEBSITE

2 fEt (BEH, 1975b) T, BEIEESHE T
#.30, ERERTH.45, REHICBWTIMET
.46, BT .10OESBLONLTWE, &6, F
7R E TOFRTEOFER» 5 B s Wi BENE
BB EERERE, THERT.257+.052, TLE%
T.363+.058TH -7 (Fujita et al., 1976). I
5 DRI B W TERETEEEDERGE L .2~ /EE
EEL—HL T3,

KW TR 2 HEOWEDOBELE 23805
BIERE 2 E TEETE 20TMHTH 54, ZOHE
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