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* MBS k4 2 Y OB ERE O R B
ICBWTEELRERE2H) LE2 N, #@E
BTEOBICEERIIBITA2EOSHAB L UER
DR e BFHEBIOHML LI LTS
%L OWMEIMTHLNTE /L (Fl21E, Diamond.
1978; Connell, 1983: Schoener, 1983 D #2 L H1R) .
T2, RSB X UAERFEN L H BT 58
BEB BI85 2, Gause (1932) 2YE B
O THFEPER] 2R LTSRS C DWEED
B.00% £ T 7 (Fl 21, Hutchinson, 1957;
MacArthur, 1958; MacArthur and Levins, 1967;
Schoener, 1974; den Boer, 1980; Abrams, 1983). %
KEEHIZOWTH, HEREEEL L TOHRFD
EEMHAT < 13 Larkin (1956)%° Kawanabe (1959)%:
EllloTHEMINTEy, BELES L TEHR
DEIRHEFHRICE DL L L OMFEL T TE
TWw5 (8%, 1978; Ross, 1986 DIRFHBHR).

L LA 5, 1970 (LI, EBRDOEWERE
DIERER/ Y — V57 VT LET N (JREET V)
WX o CTHBHTETH S & $ 5 FRR (Caswell,
1976; Connor and Simberloff, 1979), &=¥HEN K
AR OB RRE L~V IZBREE OHEEL (Connell, 1978,
1979, 1980), &5\ 3 & ) EROFEEEROHE
& DFLE (Paine, 1966)7%% £ X o TEHIBEIZHWT 5
BB E L) DR CEZ SN TIEFEOIREILH
B EF HFATR SN, FFIZ 1980 FACIT I TR HE
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GEREEME LHEHRORENREFONE 2>
7> (Abrams et al., 1986; den Boer, 1986; Wiens, 1989
ZH) . EIRRIC, WOKEE, FITIIEEEIID
WTHREREDORYBEOBT I ITOI, €D
R E o Co THEBEVREFLPLL LAY
BAHEMER (§2bb, RERNZERE) ¢@EL
THRESNWEEIREILH L L THUEE, LA
HAKREAK L EOTFHI L 2 2 WEREOHEEL (R
Y ERE) DOEENKE L, HEIIIETHIRE
WhBETHHENRREIN, WHEIVEFINT
(Gorman and Karr, 1978; Moyle and Li, 1979; Gross-
man et al., 1982; Herbold, 1984; Rahel et al., 1984;
Yant et al.,1984; Moyle and Vondracek, 1985; Ross et
al., 1985).

72EL, NS OFWmFOBERTIE, FHEICERE
MR EREEREHESFET A Z &R (Wiens,
1977; Abrams, 1980; Connell, 1983), HEMHEEDR
EBWRETIEIHF L EOMOER LT L b H I
B TIE W 2 LR E T 5 (Menge and
Southerland, 1976: Keough, 1984). i&/KEFHIZDW»
ThH, ERICETHOBEAITE D L  IXHiHY
WCHEBEIEH LY O BEOHE L HET 5 %E
R LTWD EEZ 515D (Schlosser, 1982,
1985, 1987 Strange et al.,1992). HEEOEF BRI
BT B BSOS 2 BRI RUE O SR EE R
(Schoener, 1986a), H# L@ IZB T 5 EEHF
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(Gould and Lewontin, 1979; Connell, 1980)3 & UM&
BB OZEME % £ (Connell, 1980; Wiens, 1989)1C
Lo TRECELRDLEEION, TOREFICET
HHER—MLwmEIRETHLLEIONS.
tr L AHEE 5 Cld, Schoener (1986a, b)A¥&#H L T
Wb LI, SRRGEMBEDOTBICED A HF
DEERZHBEOFEPRLETVCTHHAL L) & T
DT, FrARERSGH, REREBEBLY
SREEZLOEA DRI OWTEREZIT) 2 &
&Y, BEOFEVBEEAT ARG WL I

L, SHUEHFOLENRESNIHEICEZD
BRMGE AN AL EHLPIILTOW L T ENE
EThHorLEZOLNS.

REW LG ARED B EELTH LT 7 FHEHE
1, duisE E Y & R T E RO W iRT DAt e
BichizoTHAidT 5. FTrRHEBEOEFERITE
BEIZEAR, %< OEDPPKREGERERE 2 HFD
(RO - FREF, 1994). 7o, —HOMEER &
] [|] 58 BUE AR BE C b SLRBUE R 2 oK THEE§
BLDNEL, E5IZZOHICHEERRAKERT
B TIRAFREROBGESHBT S (LT, 2h
LEFEOTHRAET FRBELIER). ZhbHik
KM BRI, FRICER T E L TKROEW
B LB CTIIAEREO T ELHBRERL
7 o T\ % (Behnke, 1972; Scott and Crossman,
1973). HrREEE ERBRER L T ARKEHE
HEOLIGEIETIE, KB ZETHEIIERD 5
Hicgk, gEEEhLE LAEYEMEEIERICE
DRERFN R ARElER o RE e R L
TWBIZ UL E %> T 5b (Moyle and Von-
dracek, 1985; Strange et al., 1992). 72, TN HD
POKBCREBEDHEEHN LR, 61T T
AU ORFEI DR HEVS 2D, H
PRARBEIC BT 5 KIS O JLBL R HEEER B & UNHA
BTFICBIT2EROZEVHBHES TR 5HZ
L Eho, BEBEHELERTEIRER ST
RIS (AT TETwA, $7, WK%
7 BRI R A R AT R A BB D IS
BOWTHHEIIMAGR L 2>TETEY, Ih
O OMFFERRE L ML LB A 7 = X L DT
bRAONTETWD., KX Tid, FEL TR
Kigx A BEFE T A FRHEEE IR L LTT
b - EEHES L BRGE, £ L THEFHRO 2
HEZXLICETAMAEOBEDOIER © ML
SHRIIBITBHEDOHEEIIDONTERE LV,

EARRIC B BTFHEERS CHRETE

FENIENDFE FEREEROTHICET S5 E
FAE, BiEISY FRICOAFTHIRETICBWY
TEEBICTHEREES AL NL5E, REED
ZERISARICIEARE — LA ), BEFRIOKRD
BENTBEAIE RSy FEMENICRA LSV
WEER I %2155 2 & % Tl L T\ 5 (Sutherland,
1983; Parker and Sutherland, 1986). EPEIZ, #HF
BHOBRZLMERICBIT2EETHREORES
A, BHAENEY Y FRICBT B EROZER SR
FEREOFMARNIECEBET LI ENECDFHF
ME Mmoo N Twa (Bl x1F, Goss-Custard et
al., 1984; Whitefield, 1990; Holbrook and Schmitt,
1992). AETX, HAKET FRAEOBEHS
DANZ AL ZEZDLTCEELREREL LS, [
B X CEBEEMOTHTE L RETHICOV
T35,

AN OWEEEEVwoledbU—HNNES v |k
MR T 2 kRS 7 B o RAEE AR I
1, FEEEHIICB VTR EMEROERZ O
CHEENLTHATE (LETH) Ao, A
Tk % V72 BR S T (Chapman, 1962;
Mason and Chapman, 1965; Noakes, 1980: Gibson,
1983; Fausch, 1984)8 & U8 B % @ JIl (Bachman,
1984; McNicol et al., 1985; Grant, 1990; Nakano,
1994, 1995a)lZ BV THFZEAMTh LT & 72 FEMAH
DT M EBKB L L (B 21X, Huntingford et al.,
1990; Metcalfe et al., 1992), ZOTFHRIFEFICH
VB RO MR 2 BRI — R A XU
LoTREL, B—ANTV—THTIEETA X
\ARAE L 72 NERLASTERL S 115 (Jenkins, 1969; Bach-
man, 1984; Nakano, 1994, 1995a). &%, JNELZEIfR
FEHRBTH Y, BEEREOHSHZEHMFTITH
L IEREEICED X, o) RyUHIBRET
5ZEHNERMIITHHEZR SN T A (Bachman,
1984; Nakano, 1994, 1995a). = O#EF, HERE
RO —HANUNE S v FOT TR FRERIIHAK
XV E A L, MoSEERT L) HEEFRO
KV FT % FfI B 9 5 (Fausch, 1984; Gotceitas and
Godin, 1992; Grant, 1990; Huntingford, 1993 D#&zH
ZHR).

%L DA, FrRaERRhoR0o—FICE
F2 LI EEICEY o Tk ELHDS (ENITE)
BFEICH T 2 EEHBSYWEHET S (R TEYW
REE). Zoo7co, SR (EAR) OMMEIE
EEOMLAETE D & O, Eofiis GBE) 8, &
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SMATBIO -0 DR T A b B X O & T3

DEBERE @EEF?@*BEVE%’C(J&EES naLE
ZAbhs. fHlziL, (ﬁﬂ(‘*‘@ HzB8T5|T
BEHFHESY O IITEICIZIZELEFI L TKREL R
%775 (Allan and Russek, 1985), BEFKICHE D AV

F-HBIIE I VIEBERICERT 5720
(Brett, 1979), WiEMRE (EEIVNS W (EDTK
V) RELHIEIELVFEIBEVEEZLNS
(Fausch, 1984; Hill and Grossman, 1993; Hughes and
Dill, 1990). Fausch (1984)i%, EER/KKKIZEBWTEH
DA E L EFITENLELE SNDL A LVF —&
DED HEBEOY 7 REAEO ZEERDOEN H D
Wz EE L, TSI BV OB 2 EE
2 HIEICHEDE VERRESFZFAH L TWwb 2 &
2RLTWA, —RICEANTINORTIE, B
ﬁitiﬁﬁﬂ)ﬁt%‘iﬁ’é%éiﬁﬂi&& ZEDIRGEETIC
BN L, HAABEANERL I » T Tl oAy
B35 E7H5% > (Hughes, 1992a, b; Huntingford, 1993;
Nakano, 1995a). F 72, /KiEIHEL, = KRTH %
ZEEFIAHTRE R TIE, BAEEIESRED
RELGEBELSEZFHT DI L, HAERKT
KB A2 FIHT 554 b H 5 (Nakano, 1995a).
MR OFNELEROEM AL, EBRYIZZO
ERDELY) B 20 b L <3 & 2 O HEH TR
C, 7#LABEIE, EREMNICE ) IEOR
WHREARIZE > TEHEA S5 (Grant, 1990;
Hughes, 1992a, b). ZOTHRES ICRRE T LR
G R O AREE, LiIE LISSEEROEM:
REBOEHETEHCOEZEL, BLOEVER
REDEMEEL L F 78 & L TR
THDIIKL, BRI O L) M bhkEx
THhIEEIIENAE B S EM 2 RAT 5
(Puckett and Dill, 1985; Grant, 1990; Elliott, 1990;
Nakano, 1995a).

—7, WWIATIE, SEERITEICEOMGRE
BEOE N S X o TKPIZBIT 5 EEDMHHA
BW—lhbZ Mo TS, FlIZITHAD|
M CTOEFITIE, BEEIOME SN BREE
EHEHEEWIFLVRBESZECRTT 5014
L, KERRZ EQREFHYIT L DAIKIE &
L% (Furukawa-Tanaka, 1992). 72, T3 58
EYOWRRFIC L VIEC TRTEEOKRKE VLR
AL T 5 BALERIE, RT3 5 EFHEY D
6 &) FIHAREOFEN KB O & #IRAY 12
FIF 9 % (Nakano, 1995a). L7:2%> T, FEHNIERL
Lo THbE3NLT—HNNES v NADZER
FIHO@EEZEZ, EHEOFIHT 2EHANFICHHE S

T A, Fl2E, BHEOWMAIITIEEFIZ
RAICB VTR OEWEFIZE L ) BEVEET
PEAEBEFHESWEFIATLZ VMO TS
(Furukawa-Tanaka, 1985; HEF, 1991).

6D N, BEEIEICTALF—
NEDOE VIREE % 4T\ (Puckett and Dill, 1985; Met-
calfe, 1986), £ ) K&ZVEREE % %% ¥ % (Chap-
man, 1962; Li and Brocksen, 1977; Fausch, 1984;
Nakano et al., 1991; Nakano, 1995a). CD7:&®, O
—HUNES y NATREEOKEIERH &,
FH A ZOBFEZIIRT 5720 IEL 2 —B &
HHICKRE ST LR L % % (Bachman, 1984;
Nakano, 1995a). B EKIIFEOT—ANNE S
v MIERETAEEPE O L, EERETFE

& o THEDHIG S M A LA EEDFIZITHE)
5 “tf(%ﬁ‘ 9 %* (Mason and Chapman, 1965: Nakano
et al., 1990; Nakano, 1995a), ® L <(IFETT 5 b
DHPENT EHH SN T A (Elliott, 1986, 1994).

BRIRMOFE Hr#EETIE, LEARATE
7o &) RIREGAT 2 O C 5T HRIBSIL, FEE
FEOLL LT REFEABICOVWTIALR, &
BEMSIRET AT —HNNESY v PATIZEERE
RENCHEATES A ZIRICA DA ZTERIIEA B &
TR+ 773 O ERE ST b (Newman.
1956; Kalleberg, 1958; Jenkins, 1969; Fausch, 1984;
Nakano and Furukawa-Tanaka, 1994; Nakano. 1995b).
— i, EEEEEONEREIR b EARI I3
A 7\“0)%3%5’%‘5’;#; VT, RIS KEI DAL X
N B \WIERL % 5% % (Nakano and Furukawa-Tanaka,
1994; Nakano, 1995b). 7-7:L, BEAEMEAEO MK A
ADEHD DRENS VAL, B4 X0k
/N ENERLBIFR AT BR S B i% b A b b (Gibson,
1981; Fausch, 1984; Nakano, 1995b). I z(&, HA
OWMFANNICFEFTBICER T 5 4 7 F Salvelinus
leucomaenis & X'< A Oncorhynchus masou D&,
T ZATFDRRETH o728 LTHEREDOEN
20 % KW OBAINTFEIIV Y AT HRBEFITB
WTER & %5 2 EHEHRE SN TV 5 (Nakano,
1995b).

S50, rEAE T, BEEKEOIEMEE
BRAKIBRTELR & Vo B R RESGD
AL & o THERT 2 S HFREIFESF (Chesson,
1986; Dunson and Travis, 1991 &8) DFIAHE &
NTw5b. flziL, De Staso and Rahel (1994)iZ,
H# TR S. fontinalis £ H1 v FAET—FMT Tk O
clarki DZNZFNIEET OO BT HV7CEERIZ
L oT, KEAHY A XD L\ EEEEEOIE
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RBERICBLIZTHELEZEE L Twb. ATKE
TOEBROKER, 10°C TIIMAEDNER BIRIZE A
THo7DITH L, 200CTIEATTAN S v bR
O—Fr77 MIFLTEMNE o7, ZOKIE
SRR R EMIEM O LIE, fBich T <A
EZVURR O mykiss DIAEDETHHESINT
V25 (Cunjak and Green, 1986). & 512, A BIHAT
DFENF NS 2EDONEMBERICHET LI LD
BESNTE), WEIFBVHEIIIH TR
FAHA XDV ALY BB THo7DITH L,
B AR IR OZ RO bz d o
72 &£\ 9 (Cunjak and Green, 1984).

TERNER & FIBkIC, ERIECZ D /20— A s
V—THOEBEORETHICHEEZ SIS
(Newman, 1956; Fausch and White, 1986; De Staso
and Rahel, 1994; Nakano and Furukawa-Tanaka,
1994; Nakano, 1995b). H 7 BHEBORESLHT (2
ALEL) DR KE R &L o B R RIED
EF IR AR EARRECRFIICER T S
HHETRELZLSEVE (TRAEHR). LirLlk
o, EEOITHEOKRE S L CILEEEEIC
HARZEEBED/N S  AEBSFT OB b
TE&% (ENEFNOEDEL§ 5 A BB
WEIFICBEE L THFET 5) MNA Dk % £ T,
Z DFEGFEDERN T THEIHS O OO
LOEHERILLAHTHLH LEZ HND (Dolloff
and Reeves, 1990 &) . flziL, Lichini-1 7
FEXRADGE, AT FTVFEITREDE D
ERRICEN AT HLEY T AP EILHEOKE R
FREOLOEBIIMPTTOHRTZFRATLLODN,
INLEBERDOF TN EBELTEBY, S
TEHADIREESH BT (X FIE O BB A & 7217 T2 <
EROBMEGI»SOTHOXEL M XI5
(Nakano, 1995b). #5112, FEFTRY 7% 2 & CHREESGFr
DHIRT T 5B HEOEE IR EVHA I,
COMERIEALIZEARN D b O & I3IBEMFL ZEEE
HEORESHHAHICEZL D EEZ 5N 5 (Fu-
rukawa-Tanaka, 1989; Nakano and Furukawa-Tanaka,
1994; Fausch and Nakano, unpublished data). dtifE&E
DIHFANNCFEFBICERT AT AT AS. leuco-
maenis £ 7 3 037 S. malma DA, BBOHRT
EOKEVHEICIETEEDIZE A EOBEEIFRT
B AT, F—RAICAE BT WA
AXKET L ERPLEHIEML KT 2
(Nakano and Furukawa-Tanaka, 1994). 72, Zh
5 2R ORELGFT DFEIFIEIIZIT & A EEREDT
OLNZ, FO®, I 2fEITHEENERIIZ

BUUA7 7L UTRESHZFALTED,
FEIZED Y & BN OB WEEIT &R O G ALIA A
(HEE) O 2FIHTA. ThHDORIZBVTER
BAEAD SNEICH ) BrEEREfT oL 25,
ZOEAEDOEMN FIET CROMBEALDOEEFIZ L - T
HHESNLA, 29 LIEMADOBERFHICED
EWIZX DEERITEE SN A o 72 (Fausch and
Nakano, unpublished data). 3 Zh%H, ThoEME
KRB O T BRBEEIEEORESFHFIHICS R
LB, Y ESEHMICRAENO DL
MEEDLLLZNZ LI A,

O XY RHEETIE, BREE K
2B B TFHATEI S S EAEORETZZ R 5 R
EH5RATVA ERERIOTONL. OREFHETE
3, HEOMEGEID LI IEAOEE L EKD
B %8 U CEERORERT), BEB L U5
BT ALEEZONS. LEL, B—HEO
O—H N7 — T TIEFERFITER T LHED
RIFERIC & o C, &E LB R RIS
BHEsnsolx L, EEETIIEROEBENZ
MEFEOERIZL ZIRLLOMERA LIT LITBIE S
A (Fausch and White, 1986; Nakano, 1995b). L
DA TFEYYADOBITIE, BEROBREEEIL
FREFNOERNTIHIZIIERBERIIKET 555,
YT RAIENEMETHoE LTHEMNLATF
LD ORERERENIKE L, —REHANICEEMEE
B CIENM DHEEA LIT LITEE SN, 2D L)
LNEML OWERE, FWATEID SEMRICS 2 5 EH
WL EPEETRAMN TS 55E6TYH, £H
LARLVTO L) B RIFHE O LA—FIC R
BEHENHHILeRBELTAE, Z1EL, 7
B OfERIEL 2 BAR L XVIEER L) 2 T
FEH0 7% BT & AT o 7o RB I3 TA C, £tk
e —ifb L R LA IR+ ES
NTW5BEIFT R,

BRNE MRS

BN IFRIERICHTIEERNE HEEN
B L UHRENEFESED L - m&ER IC BT
HEFESENE, EMBHEPIIBTIBEHFEORLE
FUEICTAAN A LD—2E LTEHEL I DHIE
B &ML T & 7= (Schoener, 1974; Diamond, 1978). &
KEF rBAEIIBNTY, BB LTHNION
FOEBHHICBWTHEINICERT 2 EHOE
TR EE EIROFI AR L 5 B5 %% { #&
£ XN TE Y (Lister and Genoe, 1970; Nilsson and
Northcote, 1981; Cunjak and Power, 1986; Bugert et
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al., 1991; Nakano et al., 1992; Nakano and Kaeri-
yama, 1995), 2 TIZZ DEIESEIDOELE B A
BHEOXBLRIERLIENTHLEIEZLN
T&/ 12R2L, IhoBERTbNENS
CITEICHBr 2 B & BMEBIBO F#hEh
— AT 2B 5 EREOFI AR & B L 724
ROOBEFOFELRELLODTH72. Ly
L, BFEOFEINORBEER D —E D4 B35
FIETIRTELVEVIIREIIEY 72w
L P, TOLH) LEBEOADLESFOTE
ERYDOIIRETHHEEZONSL. E/2, HEH
B L BIREE L OBROBRIE, [FIHERED
B L 7B TS ORENRE VD, B0
HIIEFEOFE 2 b 726F | 2L Vo IERR
\ZHa %354 b & % (Holbrook and Schmitt, 1989 %
H). L72doT, BBV TEE S L HFHF L
DREEREHEICRT 20121, HEBKED
HEBR 722 &I L B BEERR S O (FEHFEMICT
%) ARSFTEOLE, b L IIEME AN =
XLDFF R ELE Vo FEIVLEL SND.
JERROEEE IO I FFTICERT S A
7 FI& Salvelinus & ¥ J& Oncorhynchus % L < i&
A4 IATHTE Salmo OHEMIIZAE BT &
DR OEFHICHBE 2 5E N ALNDL Z LD
L DHHSGNTVAS (Table 1), AH Y IFET
FEBDMD® v ¥ 327 47 Salvelinus alpinus &
772 b7 b Salmo trutta TiE, THEAERATH
WERTAHEIE, 7772 77 MIBEE
LHEDORBEFIFAL, dy¥aszATFEER
BEBEMEVOREE ZFIFH$ % (Langeland et al.,
1991). TG, MREIIEVIEM LR
#EifRR L, wmHE, EREEBIUKERRE
Yl EOREBYRLIEICET Lok Lo
BB E ZOFHAESEIE L TRIET S, Z
WK L, WEFFEFICERT ST, 77
7y b7 FOFFEFHESEM LB L THEMTE
BT A5BELIZZAKTHLIOIL, Ay Fa
747 OEREHEEFIIIMEDERBIZRS
n, EHEERLEM TSI b oNER{bSE
% (Nilsson, 1955, 1957, 1960, 1963, 1965; Hegge et
al., 1989; Dervo et al. 1991; Langeland et al., 1991).
72720, B KRR OERER A S MF IS T
COFEHEN, Ky Fas AT FRBEEES
LA BI5FT 2 I 3 4 (Langeland et al., 1991).
Ihemd THEU LRSS OFA, LT 2
) A OMBICEICERT A4 anav
EHy bAO—FFTY FPOBEICOBEDLNT

\» 5 (Andrusak and Northcote, 1971; Hume and
Northcote, 1985; Henderson and Northcote, 1985;
Hindar et al., 1988; Table 1). TN HDIHFEITL S
&, MESFEFIICERTAHITIIF Y anav
NrRyFarAgrE, v bPAu—rr77 b
HTITrbIy b EREREMGE= y F S
¥»hHEEZ LA, Hume and Northeote (1985)35 &
U'Hindar et al. (1988)13, FERMIFFEFICESLINS
2B OBRESE % KEELBEERICL > TR
FEL TS, BRKECHEFMICERL TV Z
No2ME T4 BENFEB L TV o 725D
AR L7 & 25 (Northeote et al., 1978 &),
BIgEHTL Yy FAT— P FF T FHTTOM &
FkOEBHFEFIHA L CnznlldL, £33
0 a2 X FEFE R TEFIR L 2o 2210 R
BB 5 X9 -7 9 (Hindar et al., 1988).
Hindar et al. (1988)13, ZDERERZHERT 5 L
T VARG & 7% B OTRERF R EOBRIZE L
THBMERET AT, FFMZEICBT 5 &R
SEDOBERIFEFIHD I EERT I LRI L
TW5,

KyFarzAFrRetrraua~viy, #nFh
7RIy Ry PAO—=FFTITRLEDD
kiR, EREETICBT 2 EHECRENERIE
V7% (Filipsson and Svardson, 1976; Henderson and
Northcote, 1985; Jorgensen and Jobling, 1990), %%
2HEERIEDOA VT EBHEE L) b BB ART
BRIBES I BT 2B FRHEV (Brett, 1956:
Nilsson, 1963; Schutz and Northcote, 1972). €M7
», 79 bIMRAYy PATO—-FFTT b
i, BEFIEREEFTE L COFE R GRS A
TrREOBEE PR L, EHICERESEFEL S
A, AFIEZOTHRBESFOZE;ERT LEHE
DEBEIRIDLEZONTVS. T4bL, Z
noOWMBEEY rEaE2EOFFESEN, WHE
BT 2 ABNRGIHOERE L, EERE
DEFZE B ERMIC L > TZDOREHIENT 5
SUFRBESFICLZDDOTHL LHBREIND
(Hindar et al., 1988; Langeland et al., 1991). 7272 L,
ZEBHEIRKEVHTREICTFELORE,IS,
£ OMFEEDVERSENCBT 5 T HEBEFOE
EHLEHBL T3\ LTZ0EAR
BEHICHLPITAHIEPRETH), Th
SEIFEDTEIEEICRT 5EFE O OHPITFH D
WAEHA D DT,

FANIMEH rRRRAICHET2EESE AINCE
Wb EFFICAERT 29 7 BHAaEOEM TEIR
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DFFEEHBRICR 2 2B 0B E CRE SR T
V5 (Table 1). LALEMS, ZORLLEIEF
ABXASBmRFICERTA200TH Y, BEEFD
AANZALE LTEEGRE TR LTnEI L
R LIRS 2w, BIZE, SYBOF Y
7 O. kisutch EAF =)~y K NF 7 b O mykiss
D2IENFTHCERT AT X ) 51 O T B I8
OFNNTIE, s 28D LIS O
2=y NTHAHKMEBEICHEICOET 5HEEHM
H N TV 5 (Hartman, 1965). F7-, FEER4ES
Fro5E6E, SS9 re&hy b Aa—rb5y
FOBTHHE SN T 5 (Glova, 1984, 1986). \»
THOBOMAEHLFEIIBNWTYH, BRKEL X
B, ZhFhofE % Bt ATKEICHKR L7
Ba T, MEIIIICEL L ARG R R
B, LIhoT, ZOEBEFOGENIEIZFNR
FHOBIFFENZREOETHICERNT 20T
372, BEBEFICLAAEI»OBELZITTW
5T LA, TNOFEFTIICERT HTERICIE
WEATHH RO ON, FUFT 27T L ) B
THo/zDIFFL, AF—NAMANYy F+5T7 bH5b
WAy bAO—= kb7 MIL LABEIZBWTK
BEXEV., IN5D0ZENS, BRIITHRS
NDHINODOEROEESETOSEFIHIEEICE
MERXDCHTEHERFICLALDTHLEEZ
S, BlhoBEIlBIT A EEOMBEEANS
HOFABERELTVEHDELEMMEINS
(Hartman, 1965; Glova, 1986). 25 OHf3ElL, &
BENC & 5 BRERIFRIEL ERIIIR LA D
TH), FEOERE L THEEAIIBI 585
BELREELRLTILERL TS, 72, %
IR OB & FRRIC, WP E Vo B
FTOREBRFOERICL T, BESEBSFICRERT
HHEBROFMESEELT S LEIRTE S, BET
T, ZEEREROSEES L CAFSFRRS
G LTWwWAEERAL. 5L, HBBHICE
LZRBEUHOEEZDERIIOVTOEE S DEE
BHERDOBIZE T o TWwABEEZON, 4 LY
TENAREZM 2 AIE 2> 5 O EAIVLETH A ).
e EOZRMBIEDOKRE LK E X, HE
BOGRHBERS LY BHTH L L FRINLA)
IZBWTDH, A LTERICBITAEEREOSE
FIHDHE ST 5 (Table 1). B 2L, 1HEA
NMOBMEBEOA T FOEFIZBITAEREHIT
BEEHORRETH LN, YA LEHETLIHE
I ZDFHBMETL, Rbbichray =R
MeT IBR EDKERBYHOFHENE &

% (HH#, 1988; Miyasaka and Nakano, in prepara-
tion). [EIFTAY 7% 4 BISIZ BV CTHTEIZ E ISR Z F
B LT EMREE 24T 9 25, HRELGET ORI
T TR 7% % (Nakano, 1995b). LT, X hEE
FELIWENE R HEOY I ANERB RN AEAR
H (Furukawa-Tanaka, 1992)% BEEHICFIHT5 2
LY, oL LERESENVELLEERD
M. % (Miyasaka and Nakano, in preparation). < ® X
IS, BEESFELZRETEEZITIHETY,
FRELIGHT O BIRME DBV IT & o THERAICERALAK
PHEETELZLHRE, MoV rHEEHOHMAE
b THHE I N T 5B (Nakano et al., 1992;
Nakano and Kaeriyama, 1995). Z#5H DOfi, &
BHENGEBHOBIFHOEZR L ZEMZD S
EEPEENICEEEROSE 6L DL
BREN5.

—%, BEEOY rREEIFEET LTINS
WT, —HOE;IKE CRETHEELIESLZ
Lo TR 2 EFEFE OB DE D0 s
ENTWV5 (Table 1), dLHEEDRNNCAERT ST
ATRAEA T angavngs, BRRCERT S
BAIIA O EERRRL A Fuy HOLR
ZREDRTEHME EIFHT LD L, FATHY
WEBTAGEIIIHEV;RTEYEZ, &I
JICERL P TEHGRZEDORT LIZK VK
e EFIHT A EPHRE SN TS (A,
1969, 1984). F7:, A (1969, 1984)id, KAEMH
BT THITEOBEHR LI, ZOHER
DHEN X 2B OTHRFVEETH L IR
# L T\ 5. Nakano and Furukawa-Tanaka (1994)
&, TS 2D FEAICERT AMINIBNT
A (1969)D#E L R L EFE ST E 2 BIZ L,
BT % IS FD AN XL HEEZLTW
5. BE—HMNIERT A HEOEMKIIE, FITHE
TEWREE 2 TR AL S TREII LTS
WENZEG R TERESE) &, WRTEE
Befl LR A8« B AT 5 IE B 2 4
(EEBWRIEE) ORLHREHEME L L2000
YA THEOLNDL., 12720, TOREBTIET
ARADIZEAENHETHLDIIHL, +¥ 3
OaXDEL N EREOEMEFRMAT S0,
RIICHER ICHBE 2 BRSEFROLNE Z LI
5. L LAads, SEEOREEMIITER
ThY), TNENOEM L & S EEOEEIHD
MTEORBEICL > TEHMICEHTALHI L
DEDHRDRABETHL NI > Tnh, Thbb,
FEOMBEVKEVHEIZEIWEDIZE A LOMHE



Table 1.

and non-salmonid species pairs in lentic and lentic habitats

Representative patterns of resource partitioning and possible competitive mechanisms among native salmonid

Segregated resources

Possible mechanisms

Species R
. eferences
pairs Habitat Food Competition Other factors
lentic habitat
brown trout/Arctic char littoral/pelagic  benthic and terrestrial ~ condition-specific (light physiological constraints Nilsson, 1955, 1960, 1963; Dervo
invertebrates/ intensity, temperature)  (light intensity, temperature) et al. 1991; Langeland et al.,
plankton 1991
cutthroat trout/Dolly littoral/pelagic  benthic and terrestrial  condition-specific physiological constraints Andrusak and Northcote, 1971;
Varden invertebrates/ (light intensity, (light intensity, temperature) ~ Henderson and Northcote,
plankton temperature) 1985; Hume and Northote,
1985; Hindar et al., 1988
brook trout/creek chub pelagic/littoral  zooplankton/benthic exploitative, character — Magnan and FitzGerald, 1982,
invertebrates displacement 1984; Magnan, 1988
brook trout/white sucker pelagic/littoral  zooplankton/benthic exploitative — Tremblay and Magnan,1991
invertebrates
lotic habitat
coho salmon/steelhead trout  pool/riffle — condition-specific — Hartman, 1965
(water velocity)
coho salmon/cutthroat trout ~ pool/riffle — condition-specific — Glova, 1986
(water velocity)
masu salmon/white-spotted surface/bottom terrestrial dominance hierarchy difference in microhabitat Tanaka, 1988; Miyasaka and
charr invertebrates/aquatic and territoriality Nakano, in prep.; Nakano,
invertebrates 1995b
white-spotted charr/Dolly surface/bottom  terrestrial dominance hierarchy difference in foraging mode Ishigaki, 1969, 1984; Nakano and
Varden invertebrates/aquatic and territoriality Furukawa-Tanaka, 1994;
invertebrates Fausch et al., in press
cutthroat trout/bull trout surface/bottom terrestrial not detected difference in foraging Nakano et al., 1992, in press a
invertebrates/aquatic mode and microhabitat
invertebrates
coho salmon/Dolly Varden surface/bottom — not detected difference in microhabitat Dollof and Reeves, 1990
chinook salmon/steelhead riffle/pool — not detected difference in microhabitat Everest and Chapman, 1972
trout (due body size difference)
chinook salmon/coho midstream/ — not detected difference in microhabitat Lister and Genoe, 1970
salmon marginal (duebody size difference)
rainbow trout/Sacramento surface/bottom — not detected difference in microhabitat Baltz and Moyle, 1984

sucker

EHERB S HPDBER LA

g9
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BT TENREE X AT DXL, oL T 5
BEITIZE NS DOF Y 3 0 a< B iRe
# & 72 - 72 (Nakano and Fausch, unpublished data).
COMER, WMEMICBITAEEROSEOREIC
EBRH L RHEERS D63 NS. KTT 58
BIORY 5 COMEEEICIE, EHICBTHEE
LOEEFESL, LI LTTHEEIEVE
EEABYRECL VB L RELROF a0
I<1Z (Skulason and Smith, 1995&88), 7 X <A
B LTHTEN L DBV LAV TEREFEAT %
s EHEEZOND. T, ZOREEMO
LT OBARE I BT 5 FHRIgSE
LTBY, EBWICRTEWOE LR S5
ATH, BEIEVOFTLIVEN Y aua~
DERETHIILAEREEZZ T VDI L,
HAABARII TR T BV IRAE A & A B M BR AR | 8ty
REALEE S T AL BB SN TV A (Fausch et
al., in press).

MEEHR BFEIFFENICERTIHEICE
BOEEtL=y FOSL2E LA EER
(Bl 2 1E, Lack, 1947; Fenchel. 1975) (&, FER#E
WEY OELRBEIZE 2 5 R EOEREN 2R
Lah, EFEMOFEHOEFELZLETLH OO
THEH %2%£® T\ 5 (Schluter, 1992; Schluter and
McPhail, 1993 888). 72721, BREABMEKRH L
£ ETHHEICH, BEFHIEDLLIBEFOE
B LR, HETAEAERTHESFEOR
BUNDOREFGVPR L TH S LT HIRERIKD
ST, SEOBAREETORBEILEL
IND, 61T, BFEFHEEIEES ) ERDIC
BHEEYIY RV L LTOERNIOEEOZR
ZIRRDHZERIZIIIATETHS. DD,
TFREBIIBWTREBROFIE LM L 7205
BHIKRZIZEA LR, Ma—, T AV AEFED
BV TAHTIRANIARDO—ETHL 7 ) —
7 F X 7 Semotilus atromaculatus 3 £ 'R 4 b
v 71— Catostomus commersoni & FFTHIIZAEB T
BIGEIIE, FREERYEESMIOTT Y
b ~NEZEILEE B T L (Magnan and FitzGerald,
1982, 1984; Magnan, 1988; Tremblay and Magnan,
1991), ZLTHTRAIZEET T 7 b E~DHE
G EBRENBEAROME, ThbbLETEER
AR o T 5B T &%  OEERED HEGHTIC
Lo THLPIZEN T 5 (Magnan, 1988; Table
). BZ6L, 4% IOHARITER LI #
DI, HoFr BEEICBVWTHREBBROFA
HBESINDITEEENH L LELNS.

BREHDOLGVERSE LLEOWELIZELR
D, FEFICEBRT A rRAEEROERESE
AR EQHBFEICBITABESFVIZIL A LHS
LTWwZWwe 3505 b & 5N 5 (Lister and
Genoe, 1970; Everest and Chapman, 1972; Stein et al.,
1972; Baltz and Moyle, 1984; Dollof and Reeves,
1990; Table 1). b7 X ) 51 O FEFTHIZ AL
TBHTAS AT O. tshawytcha L 2AF =~y F
I MPRIIKE, EB L UKER EORER
WS R DMAEBELTE £ NEIEF L, EEBRY
WC—HOEEEY BT d 2 ORAERSFTFIAIE
21k L 72 > (Everest and Chapman, 1972). ZH 5T
RIEHRICHE - TL DR R OE NG & FI A
TBH5EH%Y, KA XIS L& BSGEF
HIZEMTRECEETS. LarL, ERICIZZ
NS DRI TILEINEII K E B2 5 2D RRH
BB A XAKRELRRY, BEIIHESD
RIbZV., Thbb, WMREOEERORKEEO
THHHEFOMBIIFS L TVHI EIZRD.
7z, A7 2 ) B OBEKENNIIL S FTICERT
BX UL 4y a0 a0 BT OE
FHEARVER-oTBY, Fr¥7r 2ERWIC
B BTty 3 0a~ Ot BIEITRiREIT
T L A EEL LBV E V) (Dollof and Reeves.
1990). 7z72L, INHDOEFEDSFEIFIHIE, Con-
nell (1980)A% & L T3 L 912, &EfbE L@k
BT AHEFORETHLELHMRTE LN, 2
NEBEBERIET S LIIRETH L.

BEEHHR EDIEDE XD

BATEICLDEREDPR  H 5 e isiil ik
T HEYBHENOH L GEORALEE, B
O TAUTHE ) TERTEDHERR & v o 7o —EDBEE I,
HERBBRICB T 2HRFCHAL EOEY R
HEEROEBEL R &S EENZIERO—D2 & L
Ti#EH &N T & 72 (Moulton and Pimm, 1983; Rum-
mel and Roughgarden, 1985; Moulton, 1986; Losos et
al,, 1993). L&L, BRFHETIZBWTIOHS
PERR O BRI 2B 2 BT 5 2 LI, TORME
A=) EREETH BIBENE . 275 L, AB
MLEERICL2EOBAEL, LITLITHRESICE
WTHEATH OFEDBNRE L EHGERZICE T A 015
OHERERMELTE.

— R, AROSMABAHEN ICREES LTV
BTSN BN ZERIC L > TRIICAERS
HHNHE, MOBRFRRIIRES S 2 LA
FEN TS (Moulton, 1986). KK 7B
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D% OETIE, BE1004EML LIz 7 5Bl
BT TETH Y, BEH#FHDOE DK
BTZENODEEBLUORBEIHRINTV S
(Fausch, 1988; Krueger and May, 1991). = DFJEfK
MOKER, FRWCERT Y 7R ATELER
HOMAELEEFHELEBEY IO RAL V)
(Fausch, 1988)., HTd, b7 2 ) W EE DK 4 %
AKIBAZ BT 5 F T E IS S BIERR S o=
YA, BLUa-—oy hoBEINLTIY Y
T ML BERED S 7 < 2 DBPERR (Fausch
and White, 1981; Larson and Moore 1985; Lohr and
West, 1992), ARKMICBASNALF U Fricks
ZFRAFNTDH T < ZADHA (Fausch and White,
1%@ WICRERIE AP ORI SN AT~
A& BHhy PAO—=F 7T MR TNV T T b
Salvelinus confluentus 7z £ O ¥ 8 O 7£ K & O HE R
(Griffith, 1988; Ratliff and Howell, 1992; Rieman and
Mclntyre, 1993), &5V A 7 T 7 b Salvelinus
namaycush DEEIED) 7TV b7 7 MEKEED R
4> (Donald and Alger, 1993)7% & I3 B8 1 /Y 72 SL 83 >
LLHLATHY, TNLOEEOMEERICHE
LTRECOMEIITON TS, B, R
OHFFREEE L TR I TITADOAFERL T
I2IAVIMOImINCT Iy by D=
AEBIELIZET A, ISERIZIATIADOAEY
BEDT0%DTT 72 877 M, E6IT17%H=
VI AIILE EHb o/l (Waters, 1983). F 77,
T AN AEMET 37 FTIURICIERDH 7= A
IZ2oWTI, 1900 FEDPHIEE 070 =V AB &
U759 77 FOBIEIZE T, ZO5HIE
AN O LRAMICED b T b HESh
TV5 (King, 1943; Larson and Moore 1985). ZHh
5 ORPTE 225 SEMICHbzoTINGR
AR BRWHER, HAHWITIEATIAD
EEDS10REE CIE TREMISHER LA DI
L, BEFHICHH LTV 7~ ZMEREEICB W
TRFERHICBTHIFICAEDE IR R
Bhahorbwd. Thbb, TOILIRBA
HOBFNLREER I UZOMAESFEISICBT
6ﬁ771@¢ﬁ®%&*%5bfwtv&%%
%9 % (Moore et al., 1981, 1983).
INOBAREEREHOBESFOBMAI A S =
ZLIZDWTH, BRALBBREDS DRI TThh
TV 5% (Rose, 1986; Fausch and White, 1981, 1986;
Lohr and West, 1992; Wang and White, 1994; Nakano
et al., in press b). L7 A V) HHEERDMI IR S
N2V R EERMED 7 7 < ZAHSEFTHY I A B

T A%A, MEORIEGT OWEN LIRS CH
BEFPLBREIITTRIZIZFEETH Y, Eh
THEETAIZ VY ADEEIIL > THRITFH L
BT ADBEEMBEL#EZ 5 (Rose, 1986). F7-,
F#EOH T AL I -0y SHhS5DOBAED T
79y 7Y bOBE, FERMZEIN»L T T Y
YF7Y PEERBRMICNOECE, AT7TARNR
TEMWIREEIC & o THFE R RO ERESIKE W
MEEBFTEEDAZ EDEHEIN TV 5 (Fausch
and White, 1981).

BAGHET CTHRETHIEMIZOALNS L) I
HHU—ANNEYy NATIIINOBAELE
kAo BB AR I ERIE RO S, FiE
BRI THEESEFELTCEVICEE LS RIZLD-
T\ 5 (Fausch and White, 1986; Nakano et al., in
press b). BIZIE, #UTA, FUFEFrBLUTI
Ty T bo3E, EBRKEATEBIEMNL
BT 555, 3 A4 XOMEEETEF 72k
LEMTHY, KOTHITRABIITI TV b
77 M DNETH o 7= (Fausch and White, 1986). 1&
AL IR CHRMEO S WERESAT 2 FIH L
TEVWREELER LAY, COEORYKEERE
WIHMES L D IFERGFREFATA L) 12k
o7z, F7:, Nakano et al. (in press a)i%, L7 x 1)
HHFEEOMMNNIBNT, BRRETHETLE
kEDOTNVESY Ay PAO—F T T b
BLXUOBAEO S 7~ A 3EOEAKEIIEEY
A ZNEDERBZIEMBRIRILT S Z &,
FLTTNIT Y MEAy PAT—bF bT 7 MR
DREDEBRIILAEZTRVDIIHL, #7
Y ADBRERIIIREHE L REBOKE SHME
L, BAROTRERL &L Vo ZBNIGFTOF]
HAEMET L2 E2HME LTS

INLOBFNIALNS L )T, FrRHBEEOR
A EERBEOB BT HERBERIE, BIETKR
FLAEREEOLDE W RARLR DBEDS
V. BICERZE I, BAKETECHRET S
FEMTEHEFEEED L 3BT 28R /%
EDOBRFEOSEFIHGHE DD SN EHEDS
holz. THIIHL, FERELBAEOETIE,
—EROBIS Y 22 B H) 2 BR\VT (Bl 21, Cunjak and
Green, 1983), BH#[E T 513 L OHBE LR EIR
3E13T LA A TdH A (Fausch and White, 1986).
COERELTE, (1) FEOEBRITENINLD
fEETIX, BFLEETLIOLDD= vy FOHL
#+ﬁf&w:t BLU Q) REBESFHERDOE

B D720, BEDEBEOLNLWVIEAETD
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BHEEPEFNICERLTWAE I LR ENHITH
N5, LHLars, Rk riagEsadge
LT, IhHDZ Lz BAMITHRE LaRidR
7E7\,

EMEMMNT B8 ICho REEROHR T
RO IEFED A IRAHR BT 2 HRH S
 DFERHEBWHEELE THI S LTV 5 (Hairston, 1949;
Diamond, 1970; Schluter, 1982). FEDNFAIHNOE &
O I LITLITTRVWEERZ A TRBISES
D, —T ORI A3 OFE D 53 A I8
DIERTHIENS, ZD&) eomtkicidfg
MRS D 5§ 5 L 154 S LT & 72 (Terborgh and
Weske, 1975; Diamond, 1978).

A ORI ARG > TER» S TR AMICEA
HHEE BB TAROEMP DA BOERIES
AZ LB E CEHmE SN TS (Sheldon, 1968;
Moyle and Nichols, 1973; Stevenson et al., 1974;
Hughes and Gammon, 1987; Rahel and Hubert,
1991). ZOFHARRICIB - -EOGHIBOE b Y
i3, ¥rEBEICOWTHIL MmbNTEY, H
AKOFMPACDFNNZBIF A A TF LTV XD5
kI EOREI LB E VR D (40, 1951; F
BF, 1991). D& S ikET HIFE
WFEWERE LTI, BEOBE T 5 WEY
BEEY, Kk, FRSGE, KELHIIIFELR EA
&\ & 4L (Chapman and Bjornn, 1969; Kozel et al.,
1989), FFIREHEOERREIM THLABEICL 5T
R EIHEZ D b O DRI ) KIRERE
DIERDPFFICEETH D I ENER/HEINAL TS
(Moyle and Nichols, 1973; Rahel and Hubert, 1991).
Tabb, RESMIKRRE ST HEICER
B eEEEEOEZR (Y7 #AH IOV T,
Coutant, 1977; Peterson et al., 1979 & H8) %58 { )
ML TWwhEEZ LN TWA (Brett, 1956; Vincent
and Miller, 1969; Elliott, 1981; it BF (T 7>, 1995;
Nakano et al., in press a). LA L7%&2%6, EEIZIE
EBREHT THONLEHEII OV TOAEBEIRE
FoKiR & BRAN O5AIRTOKIBDOEJMEIZ—
BT, SEOSMEFIIE IR ATEBRR
KL D 2B L>THI®INDZ L
W FaHE S LTV 5 (Eaton et al., 1995).

B rREEO%E, WIRELTOEDS
MBOEESHL ) FHBEHEVEREB LA TE
WIcERZHZ L (EAMEFEST, Smith, 1955)
WHAERRIET A A EO/BTHRE SN TE
(478, 1951; Ak, 1969, 1984; Vincent and Miller,
1969; Gard and Flittner, 1974; Ri)Il - %7, 1982

Larson and Moore, 1985; Fausch, 1988, 1989; H¥f,
1991; Fausch et al., 1994). 3T4E, Bull (1991)id3#%
fil BTG AR % RSB OSAIROEE Z 15T T
WAERE LT, Tab—r0auiEt GEA
WENER), EERS, BE F4E RIRBL
UBE£ETH OTFEROREI L 5T EORHE
AP OERIE TN ¥ —OFRE* R1-T)
D52 HIF TS, EETIE, TNLOERDHE
HMTHHBEREFRELTVDELEZHDIIHRET
HY, HALBERISEESN»OMEEMICEELD
STHEBY52T0A30EEZLNTWVS
(Fausch 1989; Dunson and Travis, 1991). %7 &£
HOEMERMEI A BT, —HOEIF 5
LW Cld i oo A& BB OR R EES
MICIERT AHEHD S\, Bl 2145V (1951)iF,
FEHFDOAL T F LX< ADFESTMHIIONT,
WEBEHOREKIEA13-15°CI2H 7= 5 LA
MOSHBEBRIZR BT, ERESICA T FVHERL
WA T Y < X D& BIBILIRRERIC R A DI
WL, BRRHERXEREOWHEMEEICL>TY
T ADBRADTHT SN TOBFANTIZA T D%
BHOTHEIEENLZEEFREL TS, #
LT, ZOBE»SINLMEODHEROIE
WCEBOMBEERAPBEET A LR L.
T/, biEEOWINCAERTAA Y ana~veT
AT ADFERICH TN EFABOSHERITED L
n, EULAHESFOBES BRI TS (A3,
1969, 1984). WIFNDFHIIOVTYH, 25
T A0 AERMEICB W TIIERSESOEED
HeE»ZENTWwWS (HHE, 1988; Furukawa-
Tanaka, 1989; # #F, 1991; Nakano and Furukawa-
Tanaka, 1994; Nakano, 1995b). L»L, Ih6d
WA i o TRILT B KiER EDFEYFE
WEREZ —YZELTBLT, SHABOEKICHE
552 B0 @R EFHTHI2IEE s TR,
YE4E, Fausch et al. (1994)13, JtiE#E BT+
IWATET AT ADOGABOTEERICEET
BEREISATONRETHEMAY —LICkoT
By, BIZITELNVTIRAKIRD, T2mIA
DA DWE VST L NV TREBESFEFNEFNR
FERICZAZ Lemkl, MERBOMEIER
YHBTHILOEERZREBELTWA.

=%k, FICbiBRA-LHIZ, T AV ATIRK
BED T D K AXIEH H OEE L rREEORIE
BRI, TRt S FERFEHHERR S 7o
B, BEROHEB CEMENMES IR I L
TH2HEHNE { A5 1D (Fausch, 1988, 1989 DR





