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Life History Evolution in Hermit Crabs: A Review

Satoshi WADA
Usa Marine Biological Institute, Kochi University, Usa-cho, Tosa, Kochi 781-1164, Japan

Abstract: Several hypotheses dealing with the relationships between the life history traits of hermit crab and
shell resource were reviewed. Hermit crabs utilize gastropod shells as microhabitats. Since shells affect various
fitness components of hermit crabs, such as settlement success, survival rate, growth rate and reproduction,
shelis largely resemble the microhabitat resource for many sessile animals and plants. Phenotypic plasticity,
geographic variation, and interspecific variation in life history traits may be caused by spatio-temporal variation in
shell availability. Particularly, the hypothesis for inter-specific differences of temperate zone hermit crabs in
annual spawning schedule was minutely addressed in this review. Annual spawning schedules can be divided into
two types: the one-clutch type and the multiple-clutch type. Differences in maximizing the fitness component
might explain specific differences in annual spawning times and some related traits. Species that spawn several
clutches a year and have a short incubation period might maximize the number of larval releases per annum when
the shell supply is small and unpredictable for settling and newly settled crabs. For species with a single annual
clutch, a long incubation period and an early spring hatch out might be selected to maximize larval survival until
settlement if sufficient food and shells are available in early spring, which is considered the optimal season for lar-
val settlement success.
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EYOLIE R ETHRBEN TR L TE o b v ) B, ARBZETHIEREL TEL
KEZRFE Y 70U & DT, AiFRAAL (life history evolution) & \» 9 —45 B % T2 L T 5 (Roff,
w%smmmlww —RRIAETERIEE & E, R A X, BRIk, KRR, Sk Iy

FHL, BREFELZECOBILOMERLBECRICESTAILEL ST, EmREbrsE x
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A TG AL O FE Rk iiﬁfi?ﬂ’\] 7Su—F L FREN T SO —~FICKHEN S (Lessells,
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BOMBREFEL, T2 BHEESERBECL > TRET A7 7T —FThHS (Roff,
1992; Stearns, 1992). EBEFW 7 7O —F L3R Y, RHEW7 70— F i\ EEZT L
NVOERIZED L) BEEEFRA2HPEVIHVICER LI LETE . LL, 28R
T o B TR o T2 EFHPEAT B0V F— < R T ARSI, EHANT ST
—FOHH—ETH S (Lessells, 1991).

T REH)EZEREORBTH (Anomura) 2B L, EAWICEHOBSRZFIMET 541G
KZ2doTWABE. ¥ FHUEIZY FH ) BB (Coenobitoidea) & &> ¥ F7 1 b (Paguroidea)
A SN, BEIIEY 24X A UR (Pylochelidae), ¥ K4 )% (Diogenidae), F ¥
I} 1) & (Coenobitidae) 75, #4123 4 F ¥ F 7 ) # (Parapaguridae) , 7 > F 7 Y #t (Paguridae)
% 585 =8 (Lithodidae) #5& Fh 5 (H1A, 1995).

Y RAVETH, RBEAMY F0—-FI1080E, EEBREO#ILICET 2IEHOREDH 5
WIIHEE A RATEODPOMENH L. Y FHVEOF LA OB SEHORBRYFIHT S I
EPLTFHEINLLEBY, YFAVEEMBEL LITEFES L TERENLRIIEOLZ CIER®
BREBEEND Y, EFERELCET 23RICOEREESECES LTWwA,. Bgid4awm
FOFLEUWNELRERE V) B TR RGFHETHAD, YFAYOBELEZFOHBDE
AR, B, BHEICREREERE525 L) HT, HERNY F ARBERIIIZ L EY,
FEWIC L o TOERM EEM L MNEERTT L LTI B I EDTETH 5.

— I, BEDOEYIZE > TCORDERBN T EENIGHET A Z L ITEH L. FOHEE
LT, MIREBVIRAEYOBNERBSEH %, LUVKEREMAT - VOEBEHS 5\ IR
TAWMDEBBTERTE LRI EFETOERE, WAL, HFEDO2 FF— FRIAEED
TV RDPEET S EDTEED, HLVEEFEELTCELT VY ROEET D MM BIGEHT,
FREIZEDOREDOY A XETCOREEHFET L0 2 E20IHET§ 5038 L v, EYick
> TORFEDW/NEBGFTOEE M T 254 RET, COBREORELMNBET &
FTREL P 2HW T IRETHA ). ZRICHL, HEREEILIVKRELRERATF—LD
BRI L TESRLT A 2L TEB0C, HIA IR EROBEEERED OEFET
BEGEAEHE#EET ALY, 7, ABRORAAELHP L TEHRMBABZEHESTILLTE
% (Asakura, 1991). FILWHBEAFTELRWVE X2, WEBEEKFEOREOKE ETTRE
WHESE FET 5 LR, EBRWICEEENOHBICBIRIELBS TH S (Wada ef al., 1997a)

YRAYDSEHREEEICTELEEFMIC L o GREIRLTWS I ik, Adk BEEITHE
PO THAE (Elwood and Neil, 1992). F72, BRIZHHNCLIFLISAELTWA DT &
&, 1984), ¥ FH ) OEFERIZHZEROFEMEHCSMEEITER - HEROBRICL T
BB EZZIITWREEZONDL., —F, YRAJEHIZIE, HA4 AR THAEOBEEL L,
HBHOHBUNOWNERSGET 2 AT 25, ¥ 5 F2BoOs Nrh=eny3 iz
DEICHEADT CAEETLIHETEINS., DLEDXHI, T Fh)EEBNMEEBITENE
DEB/NY — R ZBIEOW/NNE RIS OMESEERTREOBILICRITTEE+EE Y57
DO OB TH 5.

LL, ¥ RO VEOEFEELICIOWTOMIIE, MIETNERHED HHIRRENT
BOY, BEOIELOZXMICETAZRIBI b v, FITRBHIE, T
BHOBRAFHT AR Y FHVBEZANRE LT, AERREORTE L ZDHELICET 5 HF
BRAEMKOPHNT AL LD, BIFEOMESEZREL, 4BROMEYEETLZIE2EHET S
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FUY FHVEOF AR, ESEAL-AZAOEBRTIES, E-BEBIRFTHELEL LN
AN FITEIZRT. F— FENTWzA R, RELL->THFAPOBARESND LT
WEINT S, Lo T, = FR7R2HIN A ZAOFHM R BERN Ny -, £ L CTIHOSEE
B A EARRE L OV CRRA NS, EIRRE), EEONIE, SRR 2 EO|MEN NS — v
PHLIREHETE S,

RIFMEY 7 UREEOEIVN Y — VICHEMERSTFAT 22 L3 E oMo TEY (Pke
and Williamson, 1959), % DALY 5 EZ213304ELL L AT IC Reese (1968) 5Bl o
YA EMBELTBI%>TWwA, Reese DB, MOEHTHRFEERTY FHUED
EREIN/SF — VPR D 2 EDHE SN T 5 (Fotheringham and Bagnall, 1976; 5A4&, 1984
bHMR)., BEOWEMLTHHEMETD, HIEN, FERIEINEE, AR LIcEmE
B)HDH (Table 1). D LI, FHitEY KA VEBOLBELREIN Y — VI3 EB8H2BR L
EZoNhs, YEAIVEHEIIBWCEHREENN Y — P ed#bL -0l w) 7—<iE, ¥
FAJEE R L Lo ER i of T -~ L LCEEDIT A Z L8 TE A,

Reese (1968) i, NI AHEBEDIEDY N Calcinus laevimanus, Calcinus latens, Cliba-
narius zebra T, FAIIA A DOFHAHI Y — U HPRIPIEEB CE LRSI L 2R L. Zhb 3
FCIHTIZEEIC Do THRIIA ZAPHE LTV, 11TA»S 1 AT CiE 3L b LRl
FgREME V. L L, fasissi s R
WEEERESREO NS, FliE, FIpRss
50 % %t 2 7o R, C. laevimanus Tl 4
AH» 5108, C. latens T2, 3HEL 8 AH,
C. zebra TIZ 8 BDOH7Z572, Reese i, =
DX BB OB ARIL, YE0FE
o CBEEESRH 5 OB EE RS
B o R TR VWL EEZEELTWA.

FHAMT Ta—FIZEIEKHE LT
Reese DR ZHBICT Lo s L, T¥ F7
V3HEDEE T COEGFRERILT A4
R TRALTED, BRED CHHEH
BEDSE L & R TiE, ShAERBUBRY % R
SR LMEIICEZS ) LB THS).
B CIIAEOBE BT T 2 7 b VR
HTZ LWz, Reese TP O L W
BHEOBIE L THEREHITTS. Tab Season
B, EEEEIEICEZ L WERE T, kR Fig. 1. Graphical illustration of Reese’s hypoth-
WA EECTBEVIIES LCHEEL D &5 esis for tropical hermit crabs (Reese

1968). Under low but constant resource
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Reese DARBLATIE LITHUIZ, ¥ Ko ) HIZR selection also favors a large number of

5, FFECERT AMoRBEEL b &0 $pawning per annum.



Table 1. Reproductive characters of hermit crabs and lithodid crabs. ST and Min. indicate the number of spawnings per year and minimum size (shield length)
of ovigerous females, respectively. See also Asakura (1984) for further information from other hermit crabs.

Study site Species Breeding - Occurrence season' ST  Incubation period Min. References
season Ovigerous females  Planktonic larvae
Raunefjorden, western  Anapagurus chivoacanthus - Aug.-Oct. Jul.-Nov. 1 - 1.5mm Samuelsen (1970)
Norway
Pagurus bernhardus - Jan. -Jul. Mar.-Oct. 1 — 4.8mm Samuelsen (1970)
Pagurus cuanensis - Mar. -Aug. Jul.-Oct. 1 - 3.5mm Samuelsen (1970)
Pagurus prideauxi Jul.-Nov. Mar., Apr., 2 - 7.6mm Samuelsen (1970)
Jul.-Dec.
Clyde Sea-Irish Sea Anapagurus chivoacanthus - - May-Oct. 2 - — Pike & Williamson (1959)
Anapagurus hyndmanni - Mar.-Nov. Mar. -Nov. =2 — - Pike & Williamson (1959)
Anapagurus laevis - Continuous Continuous =2 - - Pike & Williamson (1959)
Pagurus bernhardus - Dec.-Sep. Jan.-Sep. 1or2 about 3 months - Pike & Williamson (1959),
Elwood et al. (1995)
Pagurus cuanensts - Mar., and autumn — 2 — - Pike & Williamson (1959)
Pagurus prideauxi - Continuous Continuous 2o0r3 — - Pike & Williamson (1959)
Pagurus pubescens — winter Feb.-May 1 about 3 months - Pike & Williamson (1959)
-early spring P
Lithodes maja - Sep.-Nov. Apr.-May - - - Pike & Williamson (1959)
Kominato, central Japan Cltbanarius virscens — Jun.-Nov. — — — - Imazu & Asakura (1994)
Pagurus filholi — Oct.-Aug. — — - - Imazu & Asakura (1994)
Pagurus maculosus - Nov.-May - - - - Imazu & Asakura (1994)
Hakodate, northern Japan Pagurus filholi Feb.-Sep.  Continuous - =2 16 days (21.5°C) 1.4mm Goshima et al. (1998)
Pagurus lanuginosus Oct., Oct. -Jul. - =2 1.5months (fall) 44mm Wada ef al. (2000)
Feb.-May
Pagurus middendorffii Nov. Nov.-Mar., — 1 3.5 months 1.2mm Wada et al. (1995, 1996)
Pagurus migrofascia Apr. Apr.-Feb. - 1 about 9 months 2.8 mm Goshima ef al. (1996)
Pagurus proximus Feb.-Jun.  Mar.-Jul. — =2 — 1.5mm Wada (unpublished)
Hapalogaster dentata Oct. Oct. -Feb. - 1 about 4 months - Goshima et al. (1995)
Oedignathus inermis Sep. Sep.-Feb. - 1 about 5 months - Wada (unpublished)
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L7 L, Reese DARFIL, JLFEROBEERTE O WEFBIC BT 2 HPTEY M4 ) D
RS s — > OEHERZHBT ARG E L TRB LTV ARY, ZORD K E R BHNILRE S
CEEERE O EREOTHEH /Y —VOEVICHERT L. BEERBTE ST 2 b
COFMTN IV TPHETH Y, BRFIEFZ L VDT TR, XKELFHERHERT.
LaL, WEEOY P OGAKREE, HEREFEEGRECRLONLTWSDIFTIEZW
(Table 1). #7280, BEINNG — 0 OEIRESYEOH % O C HEBBSFRACHET S LT
2 HE,

Wada ef al. (2000) EEEEERHCTH 2 EEBWESEOY N4 ) B & 15 RS« £ B EIN
E#EICESWCHEIOBEEELZRBDOZDII5TT, TREFNROBBIIERIIL TV 2B
BABER>TVEDTIERWREHETVWE, ZORERIZDWT, UTIZEEL (HBHET 5.

WEEBICE 8FEOY FAVEZREANMMIZERELTRBY, 777 X3 3/3Y 3 Paguristes
ortmanni PV O TREIZ DO W TIEERN LR EFE LS D> T b (Table 1). O THELH
HWIAR Y FAVEDEK Y NH Y Pagurus filholi, 777 k2% FH V) P. lanuginosus, 1 7
Ek ¥ FHY P oproximus TH Y, MUKV FHVIEBDTFHRY Fh Y P middendorffi,
SEXF KRV AU P. nigrofascia & ¥ 750 RO v T b7 U = Hapalogaster dentata, 1 R
= Oedignathus imermis (Z4E 1R TH A, EELOFBTHENHIICIIERNELENS Y, £%
BEEOF Y FAIP2APL8AICENTAIOX L, ¥ 7Y NI VIEI0RE 2 AR
L5H, AZERYYFAVIE2ADPS 6 HICENT A, £1HEOFF Ay Fa) i1l
HWEIRL, aEXFF>YVFNAIVIZ4L4A, 1 RXF=bbvd MrFF=i#nE9BEI0AICE
B 5. 7z, EEY A XL ERBINEKOBRICE, BIREBESZCEO LIRS WA X
THAT B2 EO—F L-EmIR 72472y (Table 1).

FEHENBLVIBELERSTEZ HRY, £1RBIEZHS IR TH L. FRTIHEE
FERBOBEPELDBOFE L FE L TV 5075 ? Wada et al. (2000) 4 1 BE O T F 4%
XA EFEFF Y FA I, BIRMSEELRLIC0BDLT, EFEodEE (2,
3A) WHEREEFITo TV A EICER L7z, REOHERIB T, B2 EOERENEESR
THDIHEOEGEREPETEZOS Lk v, Pad et al. (1990) &% 5 /57 = Paralithodes
camischaticus DYERBBELIBTHY, ZNB T2 b rOFEPTV—-I v 7I2E5bET
BIhbNAZEaRBLTYS, HEBICERTLY INTBHoOI N rhob AR 7=
SE1REINECH D, 2 HICHERKBE4T4) (Table1). SOOI TS 2 P OFHT
V=IO E BT L. Tbb, BHEFELV) HTANE, RERIPEORECELT
WHADRWEHTHLEEZONE. LAd-T, YFAVEOELIREGZ, YEIZL-T
DEFBOFHFEFHELZREOS LT, DEOEFEFBERLT 2K 2 H > TWT, oD
BOEELEIICHEZMBLTVALEEZLZEPTEL (Fig 2).

HEDPFERT BEICLELZ/PMIERS F-MRE, BHECLZVIEEATFEINDS, L5
BRIBRO 7D E DO RF R P25, F72, 77 V&R Y RIS ERB 1T
I VR, DD, FEH L LMERASITIEAERVWEEZLNRS, 72, BIED
KRETITERE L 7MEEDLE S PLETICHEROABR LI DI RELHBRIIB>TWAI L LT
HMahs, Lal, DMHEHBREREOFHEE Y — idINT TICRES N ZED % V.

—%, FLZRAEOEMIIEINEEEALTA LD, PERBEHE T LIZE -
THAREFEOREZETILDEEFHEL TVE00d Lk, TRIZEREYIHET DFRIFE
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Fig. 2. Graphical illustration of hypothesis by Fig. 3. Graphical illustration of hypothesis by

Wada et al. (2000) for temperate zone Wada ef al. (2000) for temperate zone
hermit crabs and lithodid crabs with a hermit crabs with several clutches per
single annual clutch. When sharp seasonal year. Unpredictable changes in resource
changes occur in resource availability, a levels prevents crabs from anticipating
single annual clutch per annum released when optimum conditions for larval sur-
at the optimum time of the year should vival will occur. In this circumstance, a
be selected to maximize the larval surviv- bet-hedging strategy for spawning timing,
al rate. which includes a long reproductive period

and several clutches per annum, should
be selected.

THRIRKIREFE O AHEB L @Y A BEH, 1997 5 WS, 1999). EARYO P ICIEE
—@Wﬁ%”%&kﬂ%%ﬂbwiﬁﬁﬁﬁwﬁéaﬁ%%o<otb EBORET L AKIRTE
F (HmOET L IZRLHEHICRFEL, EFELERY) 20 5000H 5. BAETHE,
Witd LEEGTRFBYORLLIBF 22 AHILIILY, ETCOREFIREDRELMICE
BLTERTA2OZRITITVLOTELZVWHIEEZLNTWVE, I0DL ) 72K T TR Vg
v ([BEHS, 1999). Rk L7-L 9010, HEBRHERIIOVWTVWIIIEENRIEETDH
. LHL, BEBTE 25 BREFREOMRERLE Y — VO TFRIARTRETHILE, LhaEkk
H 2R A ZEICEREAT O L) WS IE AR 72 A 5 (Fig. 3). —h, ¥ 91N F=Ho
PETEBLEGICERL, FEGFICILHABREZDI T VZT TRV E,S, ELEMA
DEALIZRI SV EEZ LN,

FEERDBTITUT MYDZLWEEIIBWT, ¥ FhY OEIREE &g BGL B ER ©
A BDIE, Reese DIFEBLD X I O %2 CABRESES 2 BAITS 72003 Ltk v,
Wada ef al. DARFD & 512, BERFICLE L BREROFEHLER/ Y - VIFUATEETH 5
b bEZONDL, LAL, BGHORBTEY F2 U BEEOEREY, gy, B
BHEBEORLEBELESE A L-EIE v, 7, EREIEEIC DWW T B G
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BESROY R Y BHCIEEL NI > TwAY, EEEENVIEZEHMY 4 o> TVl
BTk, FEENEOL L VETRRIZELOAL ) EFRESD R 25720, F£L0AL
HEITLHOIIEEEEFHENE., LAL, HETELIRHOIEF R Y P, WBEATH
AR EEINIPHER SN, PR EBNARIENAEMMEL CwAZ e fEIhTwE (ZE,
1998). EBEHBOY FH ) OEERIZOWTIHE, S52538M2REITEI A,

—7, LHEED L) ICEHEOHK R T, £1REOMEELEBOEILAEL W5
CLRREBETEAVEEFHEIEZ TVE, HEFEZELZY, HBRISU YA 7 VilhER &R
ThiHIEPFOBRHTHD., HREIASICEDNARETIEI W0, BRELREIZE ST
B N TV EWICH o - ABRPEIE T LIRICEE S ha 2 ebEnweEzon
5. i, F1EROFHZERBAEPEOR, FREORZREFAHAL TV L LTS, HEK
o TR D KEZABIIB T DT, MIORBIIBUORICRS, T4bb, F 1[0
A EFELBRPFFRIZABL TV TS, FERBICOGEZHBZ T4 1 DR OZRMESHE L
TLE) LRy, £1EEOMEDHIFIZ L - T, FELEMOINE OB KIS
EMEBL TRFEICE 25 321w, 511, REZBEBMAr -V TANTERS
FROBHEVHE 2 RISCTY, AERBEEAT VT, EHEIAHELREHCEND
57259, FEHEMHOWRZMIE TS, BHRWEY FH VBENTEY F7 ) EERICHD B4
1 BB OB &1L, BERMOBB A r— VTRECABOBELENLEORED - 20012
Lo TKRESEHTEHLTFHENS.

Reese %> Wada et al. DR OEBY IO DL 721213, X 0L OFECAERBENO L)
AR, SEBEREHAEL LR, BE BUELE LTSV b EEnANBR
OWEE) OFEHENIKE W /NS Vb T, £1 HB EELRBOLELFH L 2 &
WLBEL Lh72A 9. Fi, RBITEHEEL (BN DS, o ORG T AN hELoIE
ELTRFERE ERICANTHRIES 51213, ERFNLRAEZTTEL L, SFRERIL
BET#H 5 (Harvey and Pagel, 1991; #94%, 1995).

M 1 X, BB H

WORATNEDP, HLAWITEREE 2 EO L 5 ICBEST I, AFERE{LOSE T
DERFEETH S, RETEYFH) O X ZORMY A4 X L LT A2 H T 5T 5.
FADOERT A X2 TClEkb i v, ZOEAIE, T ATEERNERS (GEENTHETS
HEEZNELDLTAX) LATEIHNE (ERICEBEIIBMLIELD LT LX) OEVEVS
KEWZ2DTHS (Goshima et al., 2000). LRI A4 XAOFEILZF FAAFT R ThEHhIC
WHEENTVRDLZLOD, YFAIOFACEL TEEEFMABRYBETHY, =5 I10/781
BB A XA A S CORBEEROBE XM ZIT A, Lzd>T, YFH)HE
DF ZAOFERT A XL, BB TR 2 @aml i B Tliz v,

YRV ORERERERCEFERIIFA o TVWLIABROY A A0EERZIT 5 (Vance, 1972;
Fortheringham, 1976). H& > T2 Hi0SHAORICEE IC > TECAHA-ICKRE L A%
RO oz iR, B R L7 DEREFPRTT27:0KE 5 T LHFTELR V.
I/, YRAVEFOKICECDEWINE 2 AR FE > T AHMAIE, HEELWEYA b
L 223 5 BB 7 5  FBETCERASE  (Vance, 1972). #uisEAEE O Y 4 HEIE, H
BIROF A ZHBE KT 22 L18%), S A XOFHEICKE L BN ERIRENS =
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Edhdh Db (Wada, 1999). ¥ FH VIl o THNE, FRFHETEEZ BEEo % 4 JREIEF
MR 720, BEOY A X% 2 FTHEINL 2 WVAEGREIL, FoR#Y (4 XIET S
FCWHEL-ABRP L VWERECIEBO TAFICRE259. /2, YFI2YOXAEE#AED
RELEITAZLITES,

ZhonZ bpd, Y FIVRISWH A XTHRHAL, FOHTORELERIFICANEL
BETLAEREZLDETHEINSE (R3S (Lancaster, 1990). 72 L2 ¥ KA1 D%
POBIIRZTH Y, HAIDFFH R FH ) R Pagurus bernhardus O A AL L TH 6
1ELPIICIERFITNE Y 4 X TP+ 5 (Lancaster, 1990; Wada et al., 1995). L» L, RFr
Wor ¥ U CRAIES A AFBIZFA L ThHo THRAT A AWTHBERIEOOLNELD
T (Table 1), ZDERDFIIITHIURFICA S P OLEMEEFMT 22, H5VIEH 7= 2K
LB L 72 %, Carlon and Ebersole (1995) 1337 LWMREIC X BT 4 X OB ZEROFH %
ATz,

Carlon and Ebersole 1 [RF7 7% & > % ¥ 4 U J& 3 7 Pagurus annulipes, P. longicarpus, P.
pollicaris, \ZD\TH A XK, AR, 8HEH (175 v FORERE A AOELEE) &l
BT, MERMOREAMEE L RBEERO TR, B4 X, BREEN LV EROAFELE
BOBBIZOWTORFEEZREL TE. BRAEHSEABEROEFEITFTHATETSHS L
VI FIREFZRIT TV L, H5 ORHE TERBEAMBE L AR AROFETEE KA
ESITHIMIZE L VBTV RICL o TRAY 4 XL BB DIRE I NG, B2, FE#
AR R CHAER OGRSB4 XK EL L), BMENINEL 5L
Carlon and Ebersole (2 7L T 5. 3HED A D Tid P. annuiipes 55FH 4 X, B#T A X &
QIEL/NEL, HMRLEMENTERELIENI L, FLTEHY A X LAY A XDOKRE
GRETIERAEAR O TR IS IIEVE PEENS Z &5 5, Carlon and Ebersole (24K
VERETET—FP/ONIzLFRL TWA,

LaL, BOOEHICIIEOPOMBEENH L. FTE I, HoH0EEH L 2 REAE AT
O PICERBOYHEOAZFFZIILTWD., L7235 T, 5 PSRBEAERD 4 FEERTH
ELTWARTETY, JIVHEH L ChOAT 5 £ TOAFEIFG VDL ) PiImETshTwnin,
Fo, BOPHHERETHABICHERBWZEMT L LTHEITONLTWRHEE T VI, #Wilo
WUERIE - 7o & SO EERBER ED L) RS2 RTOFREIE FHELALETLT
# 1 (Schaffer, 1974; Michod, 1979), Carlon and Ebersole i3 # 5 DEFNVIZBIT AE%E T A
ANE S| CTHERICY IO TS, L L, BEEEEB %) BICEL 2O —H A
AOMEERE R~ L AR T O, VWEEIPEBERTHS ). YV OEEREIITEEILE L,
NETEOFPERTHEA L TWE O, REFEL ) DEESBWLOIEAT A XHNE w0
PGP O R, Y FAVIGTERBEE D200 TEETRD L DIFHL {, Carlon
and Ebersole @7 — ¥ b #HIFE TR L KD D IIIR+5TH 5.

212, Carlon and Ebersole i3 32T —@I2, 5 AL 8AD 22 T v F DA% B\ TEE%
NEPRELTHRSE, LL, BEEENIERED L WVITNRO M CoORMBR, 2% 9
X RFEAE 1 MBI AEL T, £ L CELRRTHITEM Y — X OFErBYe, 10X
S THEBEZITHIENFREIND., B - X FICREOENEIT) %2 51F, BAIDE
FRE Y b 2EHE, 3EBEDOEIPD L EOFVERHENINEL LB LD, % DmEHEEY
THSHNTWS (B2 Ito, 1997). Carlon and Ebersole X 4 A5 9 B T 3 A B agp
RERLTWDLY, & dEMBNIED - 712 P. annulipes 13 2 OREE I HGI == 25010 H Y,
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#ho> 2 5 P. longicarpus & P. pollicaris \TFEIIB P IZFIIESET L 0% 1> TWS, 2D
kb, 3EBEICBITABEMENOERFEINMP O L BEOENCHERT S EEDE
ShTwb,

MY ELEBO L S 2, ERENERICER TRV ST, EREKEOD 2 WED
HB1 2T FRLZDOEWENFEL 20, —F CEMBMEITNIEIREED L N EOTT D
El AEAS. B2, FEABEOFr T VR Y FA U EEIAMOFF ARV RAITD
1279y FY-)OBEEN2ETHETFFHFHR Y FAYOFEFEY FIH, REL). L
L, TNEERSHEENE LT, 77 Ry FH Y OZBEOETELE I FRIZ 2T 5 &,
TR FAVDOHEDEL L. $hbh, FREFNOBOBEHEEIIIEMENR RO
BRI, 7T v F B OBIEET) LAY A AOHEM L MR- i e B R
TEATES V.

2813 Carlon and Ebersole DARFII L L OS2 ZBIC AN THEBETLLEN L EEZ T
W5, F7, BEHEENLERAY A XOBHERLFHHTLHORIASEL NS, FlE, &
BES B 2 ELEEIS VIEMEOTNATOABRSEHNRELC 2D, FRE LT A
XDV S eb Lk (k). $7-, %R L-X3101 2795 v FL-0) 0%EEh
REMBIEEINIEMBEIN Ny — » LOBRINEL, BATAXLEHFTIIBEB{L TV RVD
H Lz,

EEEHMEORRAER

INFTHRNTELORIETHEMERICLSEJRERED Y — VRBBIEDOVIEHTSH
555, EEILBIIBRE L EONME, »5VIIEROBEMOMBEA KT A2Z LI TECTD
KRB EHEPO S L TELRY, L L, AEREOFRBEAN T 70 — 5 ITHERH 72
TRz, RBLET IV QEICBEVWCEROAN TR TSHA. 72721, TOBEITE,
FEERRIZ X o THB LB ERIHEY, HLVITHBENERPHRTCEIIRE LR LTS
VENH 5.

Bertness (1981a) &, "S>+ <ilERTAEEOY Ry U2 HWT, FA—EHNTH-> THFH
LTWAHBOEMHICE > THRELEEO LA NF 9P 8BICEDL Y, FA0REYT A
AR FEOHIMIEREZ O 20T L2 AR L ERICI > THL ML TWA. T§4b5,
IO DR, BROTWAIHBPRES THRETAIRBYH S & EITITHEMEIER THRER
IANF—FEL, RROKBOLVAFBREZER->TWA L SZREREIZZANVY -2 ET &
VI TR TR NVF B2 BIhoTWEEW) e THD, b LTTENE T VF—E
GHEXFH VBB TERBNE S5IE, BIAREBEFEHZIEROBRHICT A Z &5 T
5%, T4bb, ¥y 7YRYYFIIRIEXR Y FHI)DLHIC (Table 1), FA TR
A APKENEEEINTHEY FAHYBEBRMICITDEH S X CTHATETDH 505, BE
DEEVHBH72012, BRI REGTA X o TPRLEIRLTWEDRL LAk, 20
PRAREHE, REZBRIY A X2 L 0F M) 2H4 2 4 ZHRO AR EROLLET THEL,
WA A RAPEDEDPE)DREPDLEI LI Lo THRIETE L1259,

MO 2 B DB 22T 5 &, P. bernhardus TE A ADEE > TWwWb BBOFEEIED
MISEIIREE, BN B L7 5 v F 472 ) OBIIBAED L 2 EFHEIN T WS (Elwood
et al., 1995). FEIIHMIEI X ZDOHF A XL > T B2 L2 LB Y (Wada ef al., 1996), FEIN
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B3 b E72 X ADWRT A XL AHEEZTTHE0OH b Lk (Lancaster, 1990). ¥ F
H)OREREPEHFBOY A ARXLEHOBEOELELZZITITVRAI LIZLILHLNTVS
(Fotheringham, 1976; Bertness, 1981b). Z i1 5 Dffzeid, ¥ FA Y OTFE > TV A HBY, &
R L > TORMEBEFTE LTEETH Y, v IV IZENIE U2 ERIBE % /3K
WHREHIETWE I E2RELTWA.

—DODOEEIETL ZMEBIZE > TOMNEENEL LD ER L L HIZ, BEEBIIELLE
KEZITCOBHERYD L. 20720, EYOREIIMEH L XV OMBKHERERT I &
PHbH, BEOBBYERIIRBFRTBNY L BEAROBCORT, H5WIEIWETLZREEL
Twa, AERBEOBEDPNEREEZ KL L -RBRRTEREO AL > THEMERFEL TS
LEZONDIGELHHH (Wada, 1999), BEEAHEEOBIENZEV 2o TV AEEITIEME
BHEOTRZELALBRETCHTLTOELR > LBENBRE EINE Z L% % (Foster and
Endler, 1999). —#%i2, fMLISHBWREEICGER T 2585 0WEEZ LN TBY, BEE
LD RIIBNT, BEMNERIBHLONNERE LD IBLETNVELTEETH S
(Futuyma, 1998; Foster and Endler, 1999).

Pagurus bernhardus K > X F ) Tl, EMEN/NY — v OBBENERE DO TV
(Samuelsen, 1970; Elwood and Neil, 1992). Bz ¥, & ¥ F# 1) O X 5 I RERENIEL 57
T AT, A X ORBBHICHR L ENEENFO NS, HETIZRYYFAYD
FAPH A A SBAEBBE SN D Ot L (7272 LAHIM 0Fafisizfky:, Goshima et al., 1998), &
BEBTIZI0A 25 8 A2 THRIIA AH MBI F 5 (Imazu and Asakura, 1994). ¥ 72, ik
I 07 CldEk s S &I o B DT (Imafuku, 1986), PR 4 Z13FA 50200 T
TEEINLEEZLONSE., LI L, ENENCENRHZOBIEHERLTIEREITERL,
FORAN XL (EOREBETHDH D WIITED) OFMIETRATH 5.

HWBEZER I [ XA hET A XiIcdbBooNbE, 7XFFAMI VAT AB LY F 2~
Yy YMNF Iy FERBIEBITAR VY FHVRBIEIIOVWTAD L, TFHFADP.
annulipes & P. pollicaris DA I KEWMAEEEOR —A T -V OHEL Y BABFITNAZ VDK
L, P. longicarpus O L7 G K EBEREO FIVNE w85 E T\ 5 (Fotheringham
and Bagnall, 1976). JiH% 4 X258 L 7-#F5e b %00 H 5 (Macdonald ef al., 1957; Pike and
Williamson, 1959). Samuelsen (1970) ./ V7 = A Vi IZAEB S 5 P. bernhardus, P. cuanensis
P. predeauxi, Anapagurus chivoacanthus O 4 ORI A4 X% 4 £) ADFNFNOEOIY A4 X
EHELTWAY, HIGHERIZEIN TRV, E£LEAMOBETHIVUE, H—EEOI8Y
AXCHo>THEHY — AV EBLTEAT L0 Lk wgs, Ji A4 XoBEHELizow
TOFMEFIT V. —F, NV PAREUMOEY TR 4 XL 4 X Ol
BFFELMONTEY, ZOH#LMERICOWTLERY (Begon and Parker, 1986), ZEiF
B 8f5% (Mashiko, 1990, 1992; Ito, 1997) 2B b TV 5,

FHAEMHEECHENERE R L LoBgER, A hdiG R RErRB SN 55408 2
R FICHBICT S22 LB TE L7720, H5EENEEANLEERBIKEAR 2 O»PHIE 2
Ry, I, RIS TR SN BEER L EBRIRECL s CTHERRET AZ LW TH 5.
Dz, MPNEREIBEOBLICET A2 HHELRIET 5720 DB LRI THY, Y FHY
FOEGERELOMRICBWTLEELREEE R T LRbNS,
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KBTI, BBREESY P ) OAERIIHELER Tnb L v ) HEd o EETElL %
WUz, UL, ¥ P70 HBREERIF G EHN BT 2 HRfIH Ny — VIR ER
BAEBEEIRD SN TS (Wada et al., 1999). X SIHETIE, ¥ FH ) S BEELECE
FOREE, EFERBIOCU CERBIMEELTVWAIEPHLPICENTE TS (Hazlett,
1992; Wada ef al., 1997a; Hahn, 1998). § 74 bbH, ¥ KAV IGHBRP L EEBZ 2175100 TiX
L, BEAOABRRPEECE L TEENICIVREVEHBREZHEL WL W L), Ihidfo
EWPBUNERBBITIC L o TRE2 2T 5 —HT, BENCEVWAREIIv#8RL LI LT3
ZEEFULTHA.

EMOETERZES, BUMEBEPTIC T 5T L, MNERBITOEHERE OFHEH /<
y—r, TLTHUMNEBSEF O AN, HMHSOHEEHRO LT L 72 & v HER,
YFAVETLPEBHLRZVIOTRENTH A, AR T EBRLA OB/ BIEFT 2 R H
FTHREIIOWTUIITE A LN 57225, FROOEEZEDTRENEEEIZLY, #uh4
ESFOBEFEYORGEHREIZIED L) 2B 2 RIZTHPHL P ICR B IS8R, Fz,
BBHPS, Y FHVOEBRTO CHTFRHIIOVTREZ L OFUIERB I bR TWADITHL,
YA VEOEFDICETLARIERZFEFICZLL, KEBLBN TH L L BB W2
70T ZWrLEEZL, VYIA)VHEOAEREILOFEIIHEE >IN LD TH 5.

BEE P XOKE T A T ST O BRI L 7 & U Ak HEE KK EEFER O TS A B 2
BB OBERICH T AL DBELZ ISRV & L, FEE T hREYEOSHE
YL, BENRL Y - RERGHREOFERE L, kmERFEKEFTOFHRER, T
EEI, HHERERICEERICETIEER2 ML W2 3 L SHRFEHEL O H
HEEERICTERFEERERICE T 54 < O TR % %1), Dr. John R. Bower |2 ARHOK L%
BELTWALZET LA EL#HELPBRRSETWAZE T, AR O—3iE, TR
MBS GERIRFEERME) *AVWTIrbhE L.
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