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HFLEICIE, HELBEo 2 BEORIMBEFET 5. HERMERIT T v ¥ — 2 hikiE &
LCliyiks 2% 29 ol L, Beipiifskizs bar M) 7oy v 378 1 (UCPL) 12
KD BE LT BIFRABGEAEDOIMATH 5. WHFLHIITEGHH Z 21T 2 & ZEAMRE 2 N L TR
Rk DB 2L L, RO 205 <. BRI BRI 5 LRI e T 2 &
EHIZ, FERTHAETIC UCPL 2 588§ 2 X — Y 2 /lifilusiFa s n (Heiiioltit), e
LAV OBGERREAE R L CHRBBRISEIC T 5. AT, FEE#EISIZ B0 2 EMEEoZEIL e £
DIFTHEF BT A & & b2, BRI X 2 BEIRIHEROFEERLEEEDEV IOV TR T 5.

The role of brown adipose tissue in adaptation to cold environment

Mira Kato-Suzuki' and Yuko Okamatsu-Ogura’

Brown adipose tissue is a site for non-shivering thermogenesis by mitochondrial uncoupling protein 1 (UCP1). Cold
stimulation activates heat production in brown adipose tissue via the sympathetic nervous system, preventing a
decrease in body temperature. Prolonged cold stimulation causes the hyperplasia of brown adipose tissue, and induces
UCPl-expressing beige adipocytes in white adipose tissue. This remodeling of adipose tissues increases the
thermogenic capacity at the individual level and improves adaptation to the cold environment. In this section, the
molecular mechanisms of adipose tissue remodeling during cold adaptation and species-dependent differences in the
development and the function of brown adipose tissue in mammals are discussed.
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WREE < S ry7 . ShavEY7: %
FaERE B 78 BF
— IHALE—% 2 3> FUZREICUCPIEREL
Bk - 93 EBMABREEETS
11 3FH O PRI

RIS G X TR OIETHEOEEY 5. 5 7% EOBAREIEIEIC L, AalRIRRIC BV TN—
T 2RI & N B SRR E EE I bay N T S ir%%’éﬂa%fﬂiﬁ’ﬂffﬂ)fﬁlﬂ’@#tﬂﬁﬁ“é et

PRI & N =2 2/ IRIE I Fa > B 7ARBRICEIE S L8 s

LCHORT .

i) SRR & L CER L, LEIIR U TR &
Lfm¢ ML TEFIIIANVF -2 M T 5. F

, KRA BT T A RNA VRS, EHRHEHET
5.#&&%@5%@9%@%%@@ IharyrEy7
LMEFICE L RBBORME TS 2. KT 2800
FAMR L R % 3 2 2 BRIMIIE & L C ORI A L
TWw2b00, BRIEABRGME S EEFELRRD,
NS EEE S G (SRR, 284 I b
IR TICE B GEAEZEY) B ERSY v 1
(UCPL) ™S A, I hary FY 7Tk, BT EER
WX VECAWNERRT 70 b ViR MH LT
ATP 2381 SN 575, UCPL1d ATP Az kb 127
O N EEARE R L, ORI F =B
N4, FHEBW CIE 5 fEEHO UCP AHESINTEY,
HiTd UCPL & HE#% % 57F & LT UCP2 & UCP3
PHAET LD, & MIBI S 7 3/ BoMEME: UCPL-
UCP2 [#]C 56%, UCP1-UCP3 [T 58% C& ), UCP2
2 UCP3 D45 L X)L T OBGE A~ D5 X WRE 2
IRENTWR W,

2.2 ?E@ﬂﬁﬁﬁ‘f‘ﬂﬁﬁ(f.di%’)ﬂf‘ S D

ORI BT B BEA L, ZEREMIFERIC & o T
Méﬂfw%.I2A_m¢i7~'%@ﬂﬁuW%®
ML 7Y%+ transient receptor potential (TRP) 7+ % )V
(BHEOTZI) TS SRR A% A L TN
), fGENRIHE % S5 5 2R DG AL T %

1 (UCP1) #%HL, TANVF—%#L

(Saito et al, 2020). ZEMFERE2HHEE NG 2 VT
FL ) Y3 aiEiiMieo 87 N L) BRI
&L, MEATET 7T VvRY 79—, TurA( ¥
F+—¥ A (PKA), FIVEVEZME) S—P e EOfEE
MEXAE AL L, AR 2> S IR 2SS % . iﬁi’%ﬁ
BEBAIB I B EA OB L L TR SN & [F
UGH%L%&@%?%.E@h%ﬁﬁf@/»?bv
F) LY FED T T FOVERRE DS L, BRI
B EHE L 22 BRI AN A S SIS . R
VXRRBANE % FEARAYICHLD JA A CEGEA OB L L TR
T2, RIRAFICB T 5 Z OBGEERKOEEMIT
UCP1 XK~ A (Enerback et al, 1997) D&% 57,
JNVT RLF)YR7 FLF) Y2 EETE 2\ F—
IV A bFuFyI—¥R#E~ Y A (Thomas &
Palmiter, 1997) X7 L+ ¥ B ZHEERDOETOY T
5 A7 (Bl, B2, B3) & /RIHL 7z Bless ¥ 7 A (Jimenez
et al, 2002) 7 EDESICEBSINDL LEREHERFTE
3, BICES (FESAME) LWL TH L.
B, BEHOBEEIMI eI T FLFY
YERBEDFEBLTEY, LR UCPLIEMHAL - #hEL
DOIEZIE B3 7 KL F1) »4 ﬁﬁ‘ﬁ‘ﬁ%“(&%% ~7i
v MawlRIME oG & OZFEEY T8 4 THEI
FEHEL TV A2z 2on Tl E%Eﬁﬁﬁ‘%é LEZATHY, B3
X V) S BALR B2 T N ) R FE e & 7

TTREME d i &1L Tw % (Blondin et al, 2020; Riis-
Vestergaard et al, 2020).
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A) FESHIBUIARERE R Z A LTI Eb ), KR E A L TRk z 53 5. s A0
MOMH SN/ VT FLF) YIEBT7 FLF) U B ke LCT T2 VEEY 7 59—+ (AC) = EMEAL, Y1
7 w7 AMP (cAMP) OEEERIZL ) 754 »FF—¥ A (PKA), FKIVEVEZHEY 78—+ (HSL) #°
JEGIEEAL L <, IR 2> S IR M ANt 4. WSHEIRTIER I GEAEDILE E L TR SRS L FEIZ,

UCP1 # HEE LT 5. B) {EMALE 1172 PKA 13 cAMP SRS ISy 73278 (CREB) 2V VB{bL, <<
W F Ty — AEGERTEMELL 2 7% — (PPAR) v %K T-1e (PGC-la) OEETHIALFHET 5. PGC-la
13, PPARY/VF /4 FXZ%ME (RXR) ANFO ¥ A ~—7% L BEAKREZIEE LT UCPL {558 & 15k |,

E5 IR KEY (NRF) a7 27 F~_X—%—L LT3 bar FY T7oERIET. p38MAPK b PGC-la D3
HRmE S Es R LF 24V L:PPARY v K.

3. EREINICSIT DEEMHEBOE(EEZDHEF

3.1 5efshH#ian UCP1 E0Eh

bk &9, MRS R L 2T B L AR KA
Fe-He N - UCPL O 2 1AL L CTEGEAT 5
LI X D ROET 2B 2%, @A RIH 12
7oh &, BRI UCPL &R I oy K 75
L CEGEAEREATTHET 5 (M 2B). UCPL #fzf 07
0 — 5 — I, REEERIMEERIC VT FL
FU O THEMALEN D T o —HEAEIE L, S
B cAMP ISERLGIRE & 4 ~ 732 B (CREB), ~J)L+
F TV — ARG AL ZEA (PPARy), HURER &
WEVSZEMER (TR), LF /4 FXZHEK RXR) &
OIS EEND. FaRo@) 7 F L) Ll
LD EMALY 5 PKA (385 K CREB &) ~RIL L,
G L L 72 CREB I3 E#: UCP1 iz 70 E— % — (2
BT 57213 Th <, PPARycoactivator-la (PGC-1a)
OBETHERLZFEST L. PGC-la 1, PPARy/RXR
TRYA Y- EaET gL LT UCPL #5T
WAL, S 512 Nuclear respiratory factor (NRF)
DAT I FN—=F =L LTI Iy ) 7oHETR
3. PKA O T p38MAPK #% b ifiTEfb L, PGC-la
BT ORBEFHFET L L LI PGC-la 2 1) YL L
TarrFN—5—iEznEsEs. Dok )iz,

VT FL ) v ofiliid CREB % p38 MAPK D#%#
%/ LT PGC-le 38 - {EMEz m®, UCPL X3 b2
YR T RN 5 2 & THEIRIIHEOZGEEEEED
HEEE{EL. PGCla KB~ 7 A TIXEGHIIMIC L 518
IR T O UCPL BBIFHENB I 63, Atk
L.

3.2 EElEnEROEE

FEHBREE T CIE, UCPL 12Nz CBmiRhiMEZ o
SOOI L CHBEAIEET 5. MBS
BRI 2 SRS 2 2SS 2 VBRI BIBR§ 2 &3
e, 7 v7 FLF) YR GIZE D EHET 52 Eh b,
BRI OB E 2 BT 13 ) AR O I AL
MBUHETHDHEEZ NS (Géloén et al, 1992).
BRI 1L, UCPL % 288§ % i e iR si e 12 n
Z°C, WiSRNRIAMING, PRGN, A P R 2 &R
MR (Stromal-Vascular fraction) & M 2 #%
DOIENFHIML A SHER SN TV B, FEEBREE CIIRTERE
e RRA I A5l L C R~ & 31k L e i
FAfARR RSN L, B REDS s S 5. Al fhiahl
MRBIZIE B3 T RLF ) A5 RIdBH LT 6T, Bl
TRV UREEE N LY 7P OVREEC &) B
flEhns. V7 FLF iE, CCAAT/Z N>
Y—kEE sy 378 (C/EBP) a % PPARy &\ o 72
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WFREA~N DA D R D FEBL 2 3§ % Z & T,
M 2 TSRS T2, VT FLF Y vid
PKA BB DO THIZH % Src R ERK1/2 %2 DY 7w
RERFEZ ML T, DNAGRICRPELZVERTH D
VARRX 7 LA F FRIUEROBMGTHILENSE5 2
LD & LT B (Fredriksson & Nedergaard, 2002).

Z D &) muiEkE R oG - 5icinz <,
B ARG b 890l L CHRBRERICHF S35, 4
&, ~ 7 A ORI B A MR~ — 1 — D%
B2 MRS IR L, SEE RIS & ) S 2 2t
RIS L, 2 OREH & 0 TR BRE g,
Ml % & &M mEMERE M 5 2 L2 /L7
M MBRE ORI 1 7 KLY Y ZBAEIC LD
HIH S 720k L, Behs el o 85 A3 7
FL ) vk %4 LCHllil 2 w7z (Fukano et
al, 2016). & 512, B EA R Ml 12 R B 2 aP2
(Fabp4) 71 E—4% — % HvwCHl BB E B 7 > o2
B p27 A BEFB ST ATy IR TAT
(&, FEHIBUIIG U7z e R I M e o B 5 25 ) <
n, B HAEOBEENHESINS Z L2 FEFEL
(Okamatsu-Ogura et al, 2017). —#%\2, 41t L 7-5ifg
THGERE & kD) 25, BRI bR b B RE
MRS T 2B e EER BT A EEZONL. RIZ, &
BRI EIRIME CH 5 N— 2 2 Bk (k) b
FRRIC LR OMIERRE AT 22 P MEIN TS
(Park et al., 2021).

PLED X 912, FEAERERC BV ORI A iy 12
EMALT 2 &, UCPL ¥ ¥ /827 & L~ LB o Rl
DEDHEIML T, EEOBGELRPHERT S, 512,

§g§:

)

EAHIRE (10°C)

Z T LERE B AER

eSS A S

eyt R IR Hp C IS P R AR R 1 Bl R F- > S8 BL AR L
THEFAMGZEALL, BEiRiIIE A 3 2 2t
WCE W RELCEFITEINS, KLk, vV AR
li 10C D W BREE T 3 HMAF L /2B UCPL & & 2k
FELERE DZALIZ D W CHLEEE SR ML 2 F v TR 72
25, BEBREiME S 72 0 © UCPL &I %S BIMLIZ L Y
2. 7RICEmML 720z L, 2 vT FL ) v T
LBoBGEEROMMNIZ I 3BREICEET S
(Okamatsu-Ogura et al, 2013). ZAjE A= Bk o HE K12 1%
UCP1 DA ORI - b 84009 2 WEEDd 5 725, Hil
I2UCPl Om AR T2 TIERY) ZWEEXHZ 5.
ZoEE»5 L, UCP1 mOAZL HSHMIRMIILZ O
bORWINEE 5 2 EAIMEEOEGEERED N & 5
IMCBWTEETHL LEZONS.

3.3 HelkERsoEe(t

FHBRBEZ BV T IR D A 72 &3 H @R
ARIZ O RELREMADPAEL D, MBAITIRT LI, <
7 ZDHERIHIRO 1T & A & o FEIE BRI %
GHElRMEL o 205 (Day0), EHEETHE
T R4 E BRI 2 F ORI A E LS. 2
DORIBIEN=T 2 (774 b) IR E R, B
WeIMie & FARIC UCPL 2B LT/ VT FLIF) &~
DRIFUIIS CTEZ EES 5. 2D X9 2 A iRih#k
DZEALIZETAL (Browning) &IFHE, WHFLIHO S #
IWEALD—D2TH A, fatlaIiiE & ~— T 2 el
(&, TR L BBEOMIH TS < OFBLEA D 5 23541
TOMEREHLGRZ ), BEIRME A L ks
Myfs B EMIfE 2 S E L 201k L, ~— 2 @iz

PDGFRa+BTEE I
@

e RiatE 7 YE#&EHH

B 3 : BRI & BN — 2 2 Rl o H B

gHefslia A —2 sl

A) C57BL6/] ¥ 7 A % SEGIRTE L, T WillH B2 HE de@ic X 0 T L7z, EBEIBEHEIC L) ZEHE
Wik % &AM Lz, B) /MR ER %8 (PDGFR) o Wi H e / X — 2 2 g5
FaoItmoRiBRTH V), F5 74 & ORI FEH) 12X ) N— 2 BRI~ S1ET 5 (Lee et

al, 2012).
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PRI & 3B Myfs M2 54 5. F
IRARETC BT B N — T 2RI O 25 51 EAB 2 528
BINTWEDS, GWHEFZ 0L Ty o EE
RS 2 %L, N—= 2 PRI R A 2 4 Ak
LG ENTWwA (Okamatsu-Ogura & Saito, 2021). &
W S & ) B L 72— 2 BRI 1, A
WHEEENEERA N7 7P —=12L DI bary FY 7
S, BB T 5 2 ElE S Tw
% (Altshuler-Keylin et al, 2016).

N— T 2 R A BRI RG> & s & Hi B
Jah 5 DD VT L ) A L5 D20 Tl
Wb, —HoN—T 2 aMIRIE, BEFo B3R
fa 70 & BRI L CAE U %A%, B 0E D5 M 2wk
(AdipoChaser) ¥ A% Hlw/zifgecid, N— 28l
ML D% IXRIBRMIIICH R T 5 2 E29RENT WD
(Wang et al., 2013). HIbR~N— 2 2 jGfe~— & — 12
DWTHHEBOMED D 1), BEEAEOFIERMIN I k5
DAL D, BIzIE, ~ 7 ARG T
¥ 5 M/ MR R R 2514 « (PDGFRe) % 539
% PDGFRa P PEMIARIE, EHHIBUCIE L TN—Y 2]
FhMARLZ, EIRPF EEECCIE A EIRIMEIC 5T 5 2
EHEEINTwAS (K3B) (Leeetal, 2012). F7-,
1% R AR 72> & 43 S 115 PDGF-CC 23X — ¥ 2 fIgfi
Mz FHEL, 2O VF—HELTEHD LI LD
HENTWD (Seki et al, 2016). PDGFRa B EfiiE
B imic X IR L, ARk o®aitEe
LT &5 (Shin et al, 2017; Shin et al, 2019). —7J7
T, PDGFRa %> PDGFRA R¥E~ T A Tld, 37 FL
) VR RAREBIERIC X BN — U 2 RN O FE g
EN 5 (Sunetal, 2020) 7% EARHLRELLL, E645
WP LETH 5.

3.4 UCPI1 [Ci&#F LRV BELERRER

A A XDV E W RNRIBIWIZ BN, B/ N—T 2
FREAAIAEIC X 2 JERE 2 B A 13 98 BREE C O RIRAERR IS
VETHY), Ealoal ) UCPL RIB~ 7 AFEE A ED
7o E AT TIHERAMET LCHRICES. L,
AV R %EmEsE (18C) T 3MMIEILE &5 &, UCPL
RIB< Y AL B ARl < A L RS 4T TR HERT
% (Golozoubhovaetal, 2001) Z &5, UCPLIZIKAFE L
R WBGEAEIESIE T 2 2 EAURBENTE L
P, AT - EFGE VT A A (futile cycle) 12 &
HBGELEDSTRRFENHL PR > TETCWS. B/
N— T 2 {IFHIIEIZ B WTIX, UCP1 DAz ) VBRML
EB VLR RT 2 LT F A 2 ovRe, ANtk

MWDV T L E TR AR E#ED BRI AT
DA 7 T NIRRT 43R & FRA R Y K9 [E]
% % A3 5 LT v b (Okamatsu-Ogura & Saito,
2021).

4. RLETEEICHII HEREMHEBEELNE
I

Z 2 F TIIRAT & 7B e A R J8v W 12 B 9 % Al
STBEEIEICTY R - T N EOERBWSES
NIZHR TH 575, FEE#INICBIT 2@ etk
ENIIBFE L OARE - AEFIC X 2BV DH L. KD
YA KN L THREIRE K & W EBGEA D
FHAE L, BFBEINIIATRTH L. £72, BEOE
YA X2 b b3, HIEITBEOBIIFERS DM
HHC &0 B BB O T 2 855 5. Fra il
VLR 2 BGEARRRES R TH B 720, ORI T
WRIALERIC & 2 BGELEDS AT R 2 %5 2 4H- Tn 5,

4.1 BEMHRETFOBEIEREE

LB A T O AR O S EIRAEIC L » TR S
BRI OND, vy Uk EEARDS
R, — MM /NI L 0 QIR SR VWE LV E
M (T ATy @20 HEfRIZH L, EVEY P60
H) Z&id, BAERNTRELEEL TrLETNL RN
WThsb FZITEET CICHEPHE, FERIIEETHE
b, TUEHETVIRETH L % OB H L. 20
TV —7 T, el EEE L, (31T
B L7-IREECHA T 2 (M4A). WA RERED
T IRIG L TR a2 24 2 e A L TR ImAERR 12
WET DS, MAERD O EM L CEGEEREL .
L2rL, MAERICESEECTHE TS LEMOALY—F
FES 2D D5, BRREORENREINI LD
b,

ZNTIE, FHBRBICAERT 2B CIBaiRiH
IR L WA I, X245 T7H T2 (Phoca
vitulina) (%4 A72>6 5 A FEOWEL, JbiE o ES
ICEBLTWS., BEOY=Fy 7HT VIZECE TR
P & DRI Z MRS 278, FrAE T3 A LHEi%
breewv, ADBEZIT Y 7Y T L OFAT O LlEN
MR- 2h, Bk LEBDANOHEX =75 7
Y7 O, FHHE, KT, OB UCPL 2 %687
5 rg R NiE S FAE L 72 (Sakurai et al, 2015). L 2»
L, L CIRARBGMIIIZH AT o B ifiiL & i L <l
LR ERIRE % &4, UCPl O3BEDL Lhh o
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A B 80 syrinnzs—
HE & R Rl A A AR 4
" 7EE 1088
R AN & Cip, %
S % :
. Y,
2SN /S - 2R (ELEY F)
pm |/ £ A —-BRME(IVR, T )
g A K — XM (NLREF—)
0 7 14
=]

BEmEmER

4 Fr AT OB EARIHRIE & N A 2 Y — R TR O 5%

A) RO ETF O EIEN OFEEITBERIZE T LTB Y, £ORBHT L. MO ET T AR O%E
WHIEIC X 05T 2. RAGHAETFTIIHER LIS LTALHEET L. B) YT Y NARY —DJEHH
HRR#LE 2 IV C HE Beta 247\, 1@ @RISR o 4 12 56 2 5F L 72, IR BB 2 BV CHI SR A58
Gl L CHlfk e zimd L, BelRihiiia~ats 4 2 & Ttlaiifis s s hre.

72, ko T, MOKEFAI L FERIC, ¥=H5 THF
2B ERIAHLR SRR & & DI T D 2 EATURIER X
niz. —F, BERIEEPHELTVELAF LV THI
> (Cystophora cristata) RETEDHH 7 = v TIVT T
¥ (Leptonychotes weddellii) TIXHHET I b rgE R
WERSNVWEDOHEDLH D (Pearson et al, 2014),
AT OKIRFE ST 0@ I X ) BRI O 5%
FICEMESEINLIONE Lk,

4.2 BRRMERRETFOBEIEIER

RRMOFET L IZRRY, BEEOHEFIZTETD
FIEERRECTEEINS, BI21E, BEBELA-FET,
HEIEEICEDODN L VAROIRETH S, FEEOH
AFAL S LIFHIE (8H) THEENLZDICHL, 20
TNV—=TOHWILETHY), % I35 IR LEOHF %
o, ABML L, FEBENLZLTHEHFEEAR-T
TN HEFTDLH, KiRE—EIHERET 5 EIEREC
FoTwa, INHo®EYWTIE, BHIIBaiRiMHE
P S NGO 5755, ARSI HE L THRH T
ek E D, COZV—TFI2IET v MR~ ADE
15, UCP1 mRNA FERIIZEL X)L TH D
TR 12-20 BEFEC 10 BR8N+ % 2%, HrA+F % i
35C DIBE R LM THET 5 LD LNy (Obregon
etal, 1989) Z&H» 56T v MIAETFTIIHEROIEGH
B X B RMEIEET S L E 26N, NHE
BEEH TR RERY 22 B CUIREA ARk S A I b 72 ) BB AT
T 50, ZOMOBW ClEHERC» B L, Bz TR

R TIL, 4214 2-3 H CREIRIH &SRR L 2 D,
1 ERMFEEE C A ARIMAR B S b b, Bk Tl aERR
ENzwv, 2L, £ XZBWTLR T RLF) v
FRT T=A b o5 L) HERRIIHEEOBEILIE
BaN, BPEERTFION—T A RIMESEEE S LS
(Omachi et al., 2007).

4.3 I\LR5—DEEiEmHEE

ey (O R AR (X A IR FLEE 2 S 3 R S 72/ ©
D, ZMRD 5 ORERIEFII B A L TRz EA-
SHL. ARMFAFATH L) T INLAAY —IZHHEE
LR ERNE AT 2725, B R = A5
% . ABAEE)Y)CTILE H ISR & 2B RIS
B HENLA Y —TIIABRIHEEASFIEL TB Y
4B IR & 9 ICHAERIZR A IR BRI &
By 5. A, BEIRIHERS TR A5 L
Hfk % iR L RN b3 5 2 & THAE
A 18 BRI S dsifd 5 2 L S 2L
72 (Okamatsu-Ogura et al, 2018). & Cl3BEIRifH
AR RV, 14 HEEE TONLA R Y — 3=
23C CHRimE MR C &9, BRI el 5 &
L IEIRME #1535 (Tsubota et al, 2019). HiEME
AT AT, FIET TR, BEBLICEVR S
L2 ETHRIBREMRIL CWA L EZONL. RERET
fiE L TH Ay 5Ea~OMRFHRERO A ¥ — Rz
EWIE WO T (Nagaya et al, 2019), VRO 2T
27 CHEC 70 7T A ST IS & D MRS S E S
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BEEZOND, RENKRAY — 2O KR HRTE
FREDAAET 5 DI ARHEDS, LRI 2 DTS
TP A48 0 B A AL B O S 4E % 3F4E L T\ 2 T REME I
HDH. NLAY=PINIZD L) mRERIEE - B
WX 4 TO L ZHHE SN TV, HOL IR
FUHA D1 0 BRI LT OB O AT SRR 72 %

F1 6 8 I AL AR 348 e R AL AR i 9 2 & v ) BlLA
1, 3.3 TlZ-H R & BRI R % %
ML RFEEZ O L VW) FELFETLLHIICEEbN
5. LaL, PEDMEOMEEIC X 2 MigREDENIZD
WCIEH#ERDOH S L ZAHTHY (Sanchez-Gurmaches et
al, 2012; Shan et al, 2013), Z#HIZL9 L HHfETIE %
72, 1@ hRIMIE o % 5 1 R i A R s 12
Lo CTHEMIZAR DS S (Sellayah & Sikder, 2014;
Shimizu et al, 2014) Z &%, LD X HIZ—FHDX—
T a el B e R 2 S ORI X ) FEAT S
CEWRENTVD., INHEEZGDEDLE, NAR
Y — OFHETORTMICHEET 5 iRt s, v
bW LI L F—Cldz <, RERE ORI
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IR 3 ST Y 722 1 B IR G AR A A3 2 E R
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[ GREN =ik T S IZHFEL, REOK
5% % 5® 5. LRLO &9 BRIk EIY & AR, EE
WP TP L TR L 2w EZEZ 5N TWwe
A%, BAETIZBOAS b BEAERY 22 18 IR ALRR S AR L
EBREYTHEOS N MR- L AV F—HERED
ﬁ?[ Tﬁﬂ CHEGTAHAIEPHLNIIRoTWD, 2.2 THXR
WY, RS R AE-UCPL 23R T 5 &
%%@ﬂaﬂﬁfﬂﬂﬁ’ﬂfﬂi*kFZEEOD% B LTHRIEEDOILY A
MEFALT B A%, [FREZ 7V 3 — ZADHY) A A b BEhIY
% (Inokuma et al., 2005; Okamatsu-Ogura et al., 2020) .
CORBFEELFA LT, BeiEE i bLze F
Bz 352 EATE S (Saito et al,
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% 6 Wl 5 & v MatmlRIME NS 5 2 & bR
ENCTw5 (Yoneshiro et al, 2013).

BURZR N C &2, Ao ElRI#E&IEEIC -T2
Wi CHERL S T b 2 & 5SS 72 (Shinoda
et al, 2015). 2k & o> 18 o i )5 LA 3 o B L AR AE 5
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ORGSR IEE (Bakker et al, 2014) <, AR
12& 0 (Sunetal, 2018) %% Z EMHMEINTED,
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BimL (Sunetal, 2018), BEBIDSHEG LT 5 &N D
RO 58 E A HE S AR O BGEEREAMKT
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