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Distribution records of two species of the ghost shrimps genus Neocallichirus (Malacostraca:
Decapoda: Callichiridae) from Honshu and/or Shikoku districts, central to western Japan,

with notes on the current statuses of populations
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Abstract

Twelve and three specimens of two species of the ghost shrimp genus Neocallichirus calmani and N.
Jjousseaumei were collected from sandy beaches in Honshu and/or Shikoku of the Japanese mainland. These
locations in central and western Japan represent the temperate region. Notably, N. calmani was the dominant
ghost shrimp in the lower tidal zone of the latter site throughout the sampling period. The identifications were
confirmed through both morphological analysis and DNA barcoding of the mitochondrial 16S rRNA gene.
These findings represent the northernmost records for both species, which were previously known only from
subtropical and tropical regions. Furthermore, the collection timing and specimen sizes suggest that these
species are capable of overwintering in these temperate areas. Given that species of this genus can function
as an influential ecosystem engineer—acting as both a bioturbator and a foundation species—continued
monitoring of its population and distribution dynamics in these regions is essential.

Key words: biogeography; DNA barcoding; ecosystem engineer; infaunal; Neocallichirus calmani;
Neocallichirus jousseaumei; overwintering; sandy beach
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W2 Z ZF%E7 U J& Neocallichirus Sakai, 1988
X, A A AF 27 UFE Callichiridae Manning and
Felder, 1991 ()@ T A KA FE 7 VHDO—HET
B | [FIRHIIE D> & I X RN DO HITR A BB 7>
KoY T s 13 < L R ORI R % & Y
LTWD L, BEITEMY L. SEummgidn K
MR U2 LN T o Z & 55 2 il i35 1 fil
AFE LV b EWZ & Tillh S 415 (Poore 2023) ,
AKENFET 244 AT 7V B ORI L T
A=A IAPNAN NE | 7  RS BN QN - WA R AN =X 7
BEEEM 2 b o7, BREE DR - WE LR Diffe

il

FOETmO TRERERZH->TNDHEE X
5TV % (Kristensen etal. 2012; Seike and Curran
2023) , &5, 7 T AFESZ Y EOFEIZEBW
TIE, ZDBRAROWNER D 2 WITIR B IRIC SR
MBIAETLHZ LB MBI TS (Shiino 1964;
Anker and Marin 2009; Dworschak 2011; Goto et al.
2014; Anker and Ashrafi 2019; Jimi et al. 2023; Scioli
etal. 2024; Romero-Rodriguez and Alvarez 2025) (73
B, ABFE TITRIEBIRIC L &3, EHEEF T
LTCWaiRigEAEL L) . 207D, KEfl
DT 2 F AL, 216 BIRORED 72
53 A RT DEREOEM L AR AR HERE D
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MaFFAE2 D5 ECTHEHETH D, ABITIT. A
7513 N. calmani (Nobili, 1904) &>/ A A%
27" N. ceratophthalmus Komai, Naruse and Fujita,
2026, N.jousseaumei (Nobili, 1904), / =/ XX} %
27"V N. vigilax (de Man, 1916) @ 4 FEANHE X1
T &7 (Sakai 1987; Ki# - fEH 2016; BREEH
2017; Komai et al. 2026) ., L#>L. N.calmani iZ
REANOUEEAED L v RU R M7 B ARKEIC
AN SN2 T IR E T, O oA & LR
T ORI Z RNTEY | ZDOMERED R
HThH -7 (BREEE 2017, phi@IRIIMR 2022
Sato et al. 2024; Komai etal. 2026) , D72, K
JB DRBEEFEI TR BRI DO AT L - TIHAEPE A
oS T2 (BREEA 2017) | REDORKFS
(ZLE 2R A EE R OFRE S+ A T
ZRUVRBLIZH B

Al FF BT A ARRAIRIC ST D iR O
WAENE - ZRFLIE B3 KX OV o I AEAY O A D
WFE T, FRE R AR IRET OYE 2> S N. calmani, &
R KT OWE2 S N calmani & N.
jousseaumei DIEARZ ZNZEN G-, WL
O AALREEHTHLOTH D, I HIZ, KR
DFEDOHE B2 HAERRIIKREZEZEZDLHL, ZNHD
FERIIFRHEL DY 7 T AT TV BOIRR BT,
WU B AR D M AR AR R RE DR 2
RMFFEBEZ D ECHHREREAIZLEZ 200
To ZDIZ8, Z 2 2 O3 & A2 BB BT
e L bicHET 5,

MR L UHE
FAE1T20254E4 A 7> 5202642 A 120 F T
fif] AN MRF T & v o U A K Tl O FR2 R T
i L7z, BRI R OFHIR Y B —R 7%
AT, JREICEENTRBAP LY 2R FE 7Y
WEWSITHETIToTl, oAt ES
VHEZTO%T & /) — LHITRE Lz, BEARDIK
P A XDFEEE LT, B R [carapace length
(cl) - ZEA Sedm > & SE MG H 7% f Hh o 3 C oD FRHE]
/) XATHIE LTz, AMFFETHM L7oEAR
AT B ST A Ay D B HUER A AR L2
BEAE R (KPM-NH) & L THERINL TV D,

mE, FERHIIIEAR S L L TErEETT
WOEFREZ 5N TWAN, RIFFETIEED
WNHEZN 72 Tt DA% = Lz,

F-, KEZIIULD ELIEATFTE S UL,
PRI OB E & A 15 DB B L
LT W LTz, FEEOBERNERNRZ L,
FR T ORI LEHTE R
EME BB D (Poore2023), ZD7=H, I b
=1 KU 7DNAD16S rRNAE 5T D5y Hi
Bisl % FHWVZDNAN—2—F ¢ 702k B
TR IS < MRE A #iTR L 72, Miura et al.

(2017) IZHEVY, Chelex® 10045 15 BRI & F
T RO O H HHDNAZ fhiH L7z,
PCR X8 O A% 1ZKOD FLEX® PCR Master
MixZ10 pL, 10 (MDD 7 U — R F 5 4 = —

[16S-L2 (Schubartetal.2002) ] B LY /31— 2
77 A4 ~— [1472(H2) (Crandall and Fitzpatrick
1996) ] ZZN 1.0 uL, HDNAJFHE 2.5 uL
% I, PR T AmiliQ/K T 20 pL & L7z,
Z D OPCRIL SR, PCREE D RS fERR 3
FORE e & QNT B FIR & O T &

(2024) (THEML L 7=, AAFFECHI7ZICRIE LT
Bi %1 Genbank 2 88k L7z, DNA/XR— 2 —F ¢
v 7R GE L 72 Bl 51 2 NCBI @ Nucleotide
BLASTIZft L. GenBankT — ¥ ~<— A DA
RECFNE R LT, 2D & O—EE 23l
HZETAToT, £z, ENOZERSBLASTH
T EMLICE v b UZES & D28 B % Al 5
L, I EIChSE B v RELHIE &b
\ZMAFFTv.7 (Katohand Standley 2013) T7 7
A A2 b L%, MEGA12 (Kumar et al. 2024)
CKimura 2-parameter model % & |Z & 12 ) i ffe

(K2P) #HH L7z,

E R
A A F %7 Y FE Callichiridae Manning and
Felder, 1991
W7 T A€ Y B Neocallichirus Sakai, 1988
Neocallichirus calmani (Nobili, 1904)
Fig. 1
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Fig. 1. Habitus of fresh specimens of Neocallichirus calmani newly collected in the present study. A—B: KPM-
NH 5750, male, 8.6 mm cl; C-D: KPM-NH 5753, male, 17.3 mm cl; E-F: KPM-NH 5760, male, 10.9 mm cl.

A, C, E: dorsal view; B, D, F: left lateral view.

BRETEEAR ] VLSRR IR BT AR IR A I Vi
Kinss : KPM-NH 5749, #£, 13.1 mm cl, 2025
44 H 28 B ; KPM-NH 5750, /#, 8.6 mmcl ;
KPM-NH 5751, £, 7.2mmecl ; KPM-NH 5752,

e, 8.5mmecl, 2025410 H 24 A, [ FEEZ K
BRAE,

R s K T AR R RN A R

KPM-NH 5753, £, 17.3 mmcl ; KPM-NH 5754,

. 13.1mmecl ; KPM-NH 5755, . 11.4mmcl;
KPM-NH 5756, M. 10.5 mmcl ; KPM-NH 5757,
HE. 10.5mmecl ; KPM-NH 5758, #, 9.2 mmecl
KPM-NH 5759, /. 8.2 mmcl, 2026 4F 1 A 5 A,
AR EEREE ; KPM-NH 5760, %, 10.9 mm cl,

2026 4E2 H 2 B, [LTHEZRERLE,

oA ppi R4S ST - KPM-NH 5761,
M, 14.4mmel, 2024 4F 1 H 25 B, ERERFER
£,

FE EREATWI G, S F R
RS S E ey, JEHTEE SRV, 26 2 fil
AR ORTRRE | AR S fio 0y %
2%, AL ITE A AFEDORE 2 KL,
IRZ e ORI . TR A R <, RHIX
ez 2> CHHBEICIEM Y L, s olg T
KEEDNAy LA, SHIENX A A AR, KEFE O
RHEIIMEE OIS 2 F 5 JERE 2 b 5
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A% CARFEFRDNDUTAL Tl BB LW [7272 1,
/NRFEA (KPM-NH 5750-5752) ClIIERERD
EOHLATE /NI W0IED, 1ER (KPM-
NH 5753) TI3fH@k B AR A R ] 5 Bt ehEn
DE L IZFRE ; SO R IO O
PAZARWBIR O RIS 2 & > 5 fRET O G 12
1%, B EEIENL 13 OEFTICHEIREE 2 & O,
/NEHBEI D B IR L 0 R < R IR 0%
HOWBORINSr, 5 3 MR ORTEIL A & oRZE
fAEA L, ZROZmEIBE O FREEz 5,
PN D% I ATRR IS L TR 30 BEE <,

ARERFO R EITHER, U LEOREVE L b
Z & 225 Dworschak (2018) 72 5 TNZ Poore (2023)
WZHEVN N calmani \Z[RE STz,

DNA N—a—F ¢ 7 5 AR (KPM-NH
5749— KPM-NH 5754) (22O CHRE L 7= Ha FEid
5] (429-491 bp) &7 —Z X— R TR LT
(LC922306-LC922310), Z 415 5 LA D&
EREEEE (K2P) 1£0-04%THo7=, /2, =
A6 5 BdsN D BLAST MR DOfEHR., WIiLh N
calmani OECH| (EU874932) 3 fx BALIZE » b
L. —E/%1$99.8-100%TH-7= (K2P & LT
0-0.2%), 2. 3 & BITHIFEMED - T2BS1H
& HIT N. calmani D D (MN237669, MN237790)
THY, —FEIL97.0-98.6%ThH -7z (K2P &
LT 1329 %), Y/ AAFEZ Y N
ceratophthalmus MEZ31 (LC858820) (Komai et al.
2026) NENGIZIRE | —EUJE 1T 87.8-88.6% T
Hot- (K2P & LT 12.8-14.0 %),

ARBRE 5 R OBEH RIISNEICE LD
OLTHEOHESLCHIE 7 ey 72X DYDY
NI F TH - 7= N. calmani DFEARIL,
WP E IR FERIC AL S R B s S
BFonn, EOEIEAHRCH - 72, [FTIE
AR BRI BRESE L TV D 72O R IC IS 72 0 2
59, IKEHRICZEORD B ATV Chifk
IREHHD , E£72. 1A (KPM-NH 5749) DO
R, ARB & SAEMEDRIB STV D FRE 1
TERNFIRFIZAS D (MLOAFZEE 12 & 0 Flidk

WHED BTV L RGEHAE (RN RF
R) O, AR TITFEM A R S 220 ], [FTE
EPbIEFINETIEALT L RATESY
Neotrypaea harmandi (Bouvier, 1901), A4t Z A
Y =3 Varuna sp.. % > &> H = Matuta victor
(Fabricius, 1781), = v R~ hT7 7 ATy
21 Bigelowina komaii Nakajima and Naruse, 2025,
YR 9 A @RI ERE Chaetopterus sp., %~
R I A JBARFEM Arenicola sp.72 £ D3RR
SINTVDHER, =y R~ FT7 7 ATy 2
LIS DFEITIEARBI S ATE &0 & Wl O = Pt
(CHB LTz, 723, [FIPTTIE 2025 45 4 A 2 F%
. FEEARZERE LR A ICHIC b AT L B
Z DN EEEEEMER L T\ D, £, 2024
F1HISAE202547 426 HIZHb AR LS
2D ENENELEFEEZHERL TV D (»
FAIUH AR —J7. 2026 42 H 28 HIZ At
A & R L EoDSS ) & CRA LT o 72D,
AT/ ONZ2 o7,

m EN R O EREEBR BT X 2R D N. jousseaumei &
FRETH Y | [FFT OB TEHICIIAEO b O
EEZONADRAROBOMPEEEICADLN

(2026 -2 H 2 B DR, 2V AT T 722 <
&b 20 fER/m? LLb), — OS5 THEREE R
MEFFZEOND Z L b E 0ol FFTTIEE
A H & HIC ERREARLUMCEATEL EZ D
NHZEMEAEZHRL TR, 20254 11 A 6
HIZH AR L EZ SN D EEDZEER I
TS (WP b EK . 72, FATCRB W T,
AREOLDLEZOLNDLBEANOARE L LA
PEDSRIZ ST 2 B 1] 3 EA DG B h
TW5 [fOfFFEE I XL 0 FHAHED STV
HARFCHEAE (EERERIK TME) D7D, A5
TILFEM 2 R S 7220 ],

Fo. RGO G O AR

(KPM-NH 5761) &, FMEICHE LoD bl 47
D OFERIRMESFED 5 B Y T OBEEEOHEN
FFR L 720, EIZZDHNRWI GRS
EOFA THNBELN TN D,

AR PR, S K OURERA o RACEEN S
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RSB, ZINFETITTUVE (7F), ¥
DT IET AL (FAE ) ST v
F~v—=UW TT L REHTATIN A RF
T 74V XN F A (FEE), 7T A
AV RTT, A=A T V7 (ALEE) BEL
WCHANGFREHF I N T 7= (Dworschak 2018;
Poore 2023), HARIZIZEREEAHUBEAS L ~ F
UZPMIEY, BUHTHHTHI ENRIN
7203, BEADE R X OFRE ORI & N HE
SN HIBII A Th o7 BREA 2017;
Sato etal. 2024), = D%, MhRIREIfER (2022)
DS IPHR IR AR B O KB 2 D AT 2 W5 L C
WA, AU < AR A HESCR E OARBLE A
TH D, AHFFEIC L 0 IF T oD THRR I & 5 %0 IR
NoB LT,

HE DADETRLIZMEY ., N calmani 13 H
ARINARDALIR & 22> T2y, T a MR
LIERDIFEIIAATH -T2, p I, AlElGE
DITAEARIIATE D B ARIZI T D o34 & 4R
THILOTOLDERD, ZivE THILANH
BT 72 o T 25 [E PN O Gk 3 iR R o
MHDHDIZREND Z &0 D, FERN D5
ONTAERII AR EZEF T LD TH D,
INZ T, HBAEAITMHRIR 2> 6 OFEARIC IS <
FlEEHAT O b D LD,

A AR E L7-Be 4D BLAST Mg OfEER .
Y N calmani & U TEERINTWDEH O/
Bl L<EPI Lz, LML, ZDiiE. RE
LB S IZIERRBIC B LEbDLH o -
—H T, 143.0%R 250 EENT, —i&
WCHEE REEICB N TIE, S hary RUT
16S rRNA Eix - OEHEE IO NN—a—F
# 7 HEK (e.g. COI fEl) &M L CEL,

FENCITERERN T, E721T 25 <bTT,

[l Jj > BFEH T H K2P 23 1.0 %L F CTh 256
H 2\ (e.g. Ngetal. 2010; Komai and Hibino 2019;
Yamashita et al. 2024), ZDOZ EEEKEZ D L
BE, N. calmani & [RE S VTV HFEIZEHO
PN E EA TV D RN & 5, AT

(T, BERIC ERLOERZFNER & BT,

BB EBRENA RO NG, o, S
FHIFFRET OB H F 7213 0% ORELZ BT
D128, RWFFETIE N. calmani \Zxf L CEEAERD
HERE LRV,

Neocallichirus jousseaumei (Nobili, 1904)
Fig. 2

BEMER mmRtEdkhEs mEREAR
AR« KPM-NH 5762, #ff, 21.9 mm cl, 2025
£ 11 H 6 H., I TFEEZ REEE ; KPM-NH 5763,
M. 5.9 mm cl, 2026 1 A 5 H, HAAEKEH
#£ ; KPM-NH 5764, . 24.5 mm cl, 2026 42
H 2 B, IITHEZREE,

FIE ERC3AEARITWT UG M AR
MR < B B e, 55 2 MM ORTTRANE 1 fi
FRIERSS 5 FiO¥-3 2 A D, ARIIRE <
W72 B T IRZED X 0B ORI G
BFENBILET D, BRI OFERE IS0k 23 1)
BT, RO A &0, RBEIIEImICm)-o
THIRRIZIEM D L, Jedis ORI KIE O -5 LA
To SENIAEA AFFR, KO R8I D
B 0 TN 2D R A b b AR TR
FEPRDN D EEERA Che bR AN AV [7272 L, /Nl
A (KPM-NH 5763) TIEFERE DR H LA
55 < B /NS U] TBER X O BEE &0 BIR
2RI 5 B O AREVE XU O AL TR B
WORERIF 2 o 5 FEEITEROEE L 0 R
RIS, BT OO AT PR gk Ze e & R
2 b0, NHEITE R S 72 H ONTHRHT &
VbRV AEHER D NTHREIT®E 2 b 72720,
55 3 M ORTEIIX 2 SRR EZ A L, RO
BB O Thra iz 5, BENEIZ% &N
FEREA D, ARFFOKREGITIE V7 R,
IEDEERE 2 H > Z &5 Dworschak

(2011) . Dworschak (2018) 72 & TMNZ Poore (2023)
IZHEVY, N, josseaumei (2[R E S AT,

DNA R—a—F 4 7 3 ERIZOWTHRE
L7-H5ERE5 (491 bp) & T — & _— R TGk
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Fig. 2. Habitus of fresh specimens of Neocallichirus jousseaumei newly collected in the present study. A—B:
KPM-NH 5763, female, 5.9 mm cl (major cheliped autotomized); C—E: KPM-NH 5764, male, 24.5 mm cl. A,
C: dorsal view; B, D: left lateral view; E: right lateral view.

L 7= (LC922311-LC922313), Z AL 5 FEEHIE THa
FERITE) -T2, £72. EFIO BLAST #i
DOFER, e EALIX 7 4 U B PED N indicus (N.
jousseaumei D Fr B4 ) OB T H Y

(EU874931) (Dworschak 2011; Martin et al.
2016), —EFEIL 100 % TH o7, HF2 AL,
N. variabilis @ 2 Bi% (EU882955, EU882956)
& N. jousseaumei @ 1 Fi%| (MN237802) [#ij 2
FIXEMAH, BREIIA—ANZ U TDaa
R EPE (Robles et al. 2020)] AFEFITE v &
L. —EEIL97.1% TH -7 (K2P & LT28%),
W\NT N. variabilis DEL%| (EU882957) D—%
ENREL (96.9%) (K2P & LT3.0%), &I

N. jousseaumei @ 2 Fe%1 (MN237727, MN237796)
DT (FEH & —EEITIEIC, T T =2 —
XF=TPHE:955 %, AT DF~— B :
95.1 %) (K2P & L TIEIZ 4.7 %, 5.1 %), N.
grandimana (Gibbes, 1850) DELFI (EU882951) 3
INHIZKRE—HEIT91.2%ThHh-7= (K2P &
LT 103 %)

ARRE  LREANRS S GEETIISNE
LR Chole, ERIIZDOTTYH,
EMEC N TG O TS ZRILS h
RN ORF bIVTZ, [RIFTEEHEIC K0 B
2B KELZEORSEZ ATV
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CREIPRIIAEHRD o RIS & 12T N. calmani
(RfR) . "~ A FE T Y TEZASTES
U Paratrypaea bouvieri (Nobili, 1904), = v K>
VR RT TRV YA, BANKRTLTUER
[AlEFE Phascolosomatidae gen. sp.” & 345 5
TWAM, N. calmani L =y R~ 77k
ATy SN OREITEICAR LY IO
T%F)T B L7z, F£70, AT ERAEARLSMNC
WEINTELT, N calmani & g L TH G
PNTABRARES BE DMK o 72,

DA PEER— A 2 RAREEEN DI F1 D
n, o TIET, Av—r, A=A AL
W (7F), X AR, A=A T
V7 (2aR#ER) . AV R T " TFT ==
—X=7, XA, 74V ECVBIOEANLR
#k I CT& 7= (Dworschak 2011; Poore2023), H
AREN TR GRS, B4 =5, R E)
(Sakai 1987; Ki% 2012; ##RIEFG#R 2022;
Jimietal. 2023) ¥ X OB ER (BEKE) (K
o+ JAK 1964; Gotoetal. 2014) HEISN T
7oo 7272 L. Sakai (1987) DAAMIFCERZ IR

HIEADOHENRHTH D, AFFRIZEVITT
O THEIENSE LN,

HE SAOHETRLEEY, AFIXIINET
BERBLUENOMONTE I, TOD, &
a5 20 I s B 45 B 2V T2 AR AT AT o 43 A G R
EREFTLLDOERD,

AEYRE L7z 3 Bidl> BLAST #isR Dt
& EALIZIE N, jousseaumei DF T4 T D N.
indicus & U TREIINTWIZESINE v ML,
EERIL—HLELbODO, TS N
Jousseaumei O it F 1L — Er FE 23 b g p9 K <

(97.1 %LLF) . —HBD N. variabilis DEF| D J5
MR —BENRE Tz, AL v NSO
N T —fEARIE, N. jousseaumei DT FLE DR,
B A TERELTHEHEINLTWVD

(Dworschak 2011; Martin et al. 2016), & 512
FNRTT Za—F=TREL INDHEINZHON
Th, TONRUF ¥ —IERDEREPKFE S 1L,

N. jousseaumei DIEBIZEGET 5 2 & D3
NTW3a (Poore2023), LLEZHKE 25 k\ z
BB DANT F ¥ —IERIZONT, JERED
72 DM OBEFNFEDS N. jousseaumei \ZRE[R]E éﬁ”b
TWDAREMEIT R, HIEEO I ha U7
DNA @ 168 rRNA & {x OE#ELEE &2 B [E T %5
& GEMIE N. calmani DIFBDHEEZSRDO Z &) |
(2 b EB ORI S TV
DHAREMED B D, £ T2, N variabilis |ZITHFE £ T
N. indicus (N. jousseaumei DFZH4) OFiLH
4l L THbhT&E7 (eg Sakai 1999) .
Dworschak (2011) (% N. jousseaumei % PR 7
5T N. variabilis & N. jousseaumei DFIZIT%
NHEXATELBEEILIR 2> T
WRAB G, BIERNRBO LD E LTN
variabilis b & F7e LTz, LavL, FF5ET
XBLHN D ST F ¢ —REAR D[R] E ORI FR T
L7EEBEBET4BLORS T —% 2R LT
VN, S 52, Roblesetal. (2020) %, #EHEs
& BT L T2 o0 R AT DFER NS T A
(N. variabilis 0 % A 7FEHL) FED“N. variabilis”
DIERETZ A VE S NI T =ma—F=7T
—A LTIV T DI RFERELOTNCA T
DN. jousseaumei” LA D I XA 72 BASHY
ZRFFBDO NPT E LTS, — /T,
FIBFSEIZIE R SV T WD 00 TRk 2 75 &
N. variabilis DELH] & “Zi & iskBfRICH D N.
Jjousseaumei DFELH” & DIBARAIREREIX— 5 D [F]
B FE DM OB EERE L VI DK E
\ [Roblesetal. (2020) o fig. 1 ], ek D
16S rRNA JEAn 7 DEAHEE DR D . AT
FRDOFER Y N. variabilis DA% SR LT
—J T, 2 AR ORI ROA )
RHTHHLLE, Ve & SBECN. variabilis”
& LT GenBank 28§k S LTV HEFNZDOW
T, ZDONTF v —1EARDIEE D Y I EE
BNED, UbEESE X, AR TIXEEMNIC
N. variabilis % N. jousseaumei DFiz T4 LH -
7o BT FEOANEDOTEARITRET 523, 4%,
BUR N. jousseaumei 72 & ONZ N. variabilis |7 E
SN TV DERD TP BB PR RO b

N. jousseaumei
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B o, HEFEBRHOLE, £23Z0
H“OBRIEZ BT D720, KPFIETIET N
Jousseaumei (\ZxF L CEEVEFNA 2§28 L 720y,

EE

S8 N AR Y - PSR ON 7 £773: b Al S 1Al o
T (FvE) b Tk (Es) Hricskx 72
KEAEMZRNIHBMSEDLZEBMLNT
V5% (e.g. Senou et al. 2006; Yuhara et al. 2017),
ek, D X5 LT s C it S v rd
FREWDIZE L EIFAFORKIRE 21K
KIBIZK VR L TNDHEBZHNTE, L
2L, AR, HERIRRRKIZ X 5 5K0R 7 & ONTiHE
7KiE 5 (Hansen et al. 2006, Cheng et al. 2022)
IZED . EROmM T RAEY OIS ik T ol
A« TEAE SRR S D FEHI RO THRE S
TV (eg IS 20205 LTS 2022; FhFE S
2023), FER (1999) 1%, TolEfEL LT, &%
(ZBEBT D TR DL IR E THRE T
D HbDOOHAEEIITARV THRESHI /%
T, AL Hl N TR ZE - R Z1TA D [E
EIIWCEDE Lz, ARG Y Y T AT E
VRO 2 b2 O AAOHETRLIZED |
WL S HET — BRI 0D 0 B 3 AT 3 N S
NTEEIETHLD, Lo, SREEREE b
(2 A AR DRI D EEBEIR T BT, i
AR OIS OB T, A< & bR
F CRERDERBEICH W TR UL CREFNA
PITOITE T (eg. A 2019; £ 15 2019)
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1998; Souza et al. 1998), = DEIEIC KX, »
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b 1IFEUEZEST L ESND, U EEEEXD
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BTIE <, 2 ERAEIZENAZNSG DI UK
THATE Zepmdmmeahns, — 5T,
PRI FEN LA FIFH > TNDLHDD,
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AT, BRI T, RbEMR 2 Al
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AP ONZITBER, 2O Enb, i
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JFE L TV D AREMED &, DR IT, AARDIR
WRIZB W T IS 2 FIFBIE TR ©
BBEICH D . WA - EEMAITILEDRTICH
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BEshTnsn 2 & CUERZEE - RBRJT 2025)
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72 (Sugimoto 2025) & DD, 2026 4F 4 H BI/E
TIHEEAT M SN L T D, Z O,
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(LR 2 28 S8 5 Z L (e.g. Ziebis et al. 1996)
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AT =y R~ T 7 ATy apd
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PHIFE Lol (LTS RFER), 20
ZXiE, A< L AMEORAM AV T,
FEodtEEpotBIZiZY 7 IR FESY
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