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Development of root gravitropism inhibitors from allelochemical research
Mitsuru Shindo,! Takayuki Iwata,! Takeshi Nishimura,> and Miyo Terao-Morita2
nstitute for Materials Chemistry and Engineering, Kyushu University

2Division of Plant Environmental Responses, National Institute for Basic Biology

L H : Allelopathy is one of the survival strategies employed by plants, and
allelochemicals, which play a critical role, are expected to be useful compounds in plant
physiology research tools, as well as lead compounds for pesticides and growth regulators.
Cis-cinnamic acid, the active compound of cis-cinnamic acid glycosides isolated from
Spiraea thunbergii, exhibits strong inhibitory effects on the elongation of plant roots. Our
research group, consisting of plant physiologists and organic chemists, synthesized cis-
cinnamic acid and developed a fluorescent probe through structure-activity relationship
studies, revealing the root cap with high affinity for cis-cinnamic acid through molecular
imaging experiments. Drawing inspiration from the inhibitory effect on gravitropism, we
screened cis-cinnamic acid analogues and discovered ku-76, which specifically inhibits
gravitropism. Using this as a lead compound, we further modified its structure and
successfully developed BMA, a potent inhibitor. Additionally, plant physiology
experiments on auxin distribution suggest its involvement in the control of polar auxin

transport.
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SNTWVDEN, FF L TOMEIZE L TIEINN b 0T b2V, HERK
DMK O LR DOTRIR . METEMEFBIIZE, S BT L 0 237
EHEALEORBIISZOMETH A5, LOLAERL, bOIZX > TUERA
MHIFME LS ONRT, £ OREWN L BEERIT 2 O 1T A JEHEC IR
ED, LIeho T, Ihbzt+aaE, M N LG L LRIt 2 & o 7o hE
W) EBREREMERA O Y — v B D WM AR FREDECEEO Y — MMeam &

LTHELTE D EBZDDIFAKERILTH & L IR RO TH
%

Ferx (UK G) IIHEETK (B G LHFETTLar I LOAKEHE
WEIGVEFRE, RS O 72 L OB 2 BT CE 7z, £ OilfE T,
EAMC b E DR EFECEWICHE ., 2 b RIS (LAY~ & D
MR L C& 7, ATy AEEREEE) D BMA BIROJEBIZSOW TR T %,

¥ AR

EERBEEINMZERT (Bl RAFEERE) ofr (Bl JUKRBEEZEE) . B

(Bl HRELRABEEHRE) DIEATROBERATH L 2XY X (Spiraea
thunbergii) DOFPIIZHENOEV AR LRWVWRIZERL, 207 v I
DREFREAT-To L T A, &S & LT 1-O-cis-cinnamoyl-B-D-glucopyranose (1)
% B - AT U 72 (Hiradate et al. 2004)(IX 1), (LSS5 L CRREZMED
VN L& A(Lactuca sativa L)Z7RERFEY) & LT, Z OR O EHHTEM: 2 fiaf
ET 5L ECsold 2 uM & R & L Cldnze » sl G % 7~ L 7 (Hiradate et al.
2005), ZDT7 7V arsThbrIAEKRE 2) BHBEBEOFEELRLIZZ &
Mo, EERKITIC AR T D B2 bV, —F, SREMEED N T~
AREREEE (3, Wb D RIRDIELEE) 1L REEY TH 0 RN E
EHEEZ RSN ENnD b, ZOVAMEFOEEENBEMFTE LD, AKX
BRIIA—F DN T A=A MEHZRL TWHZENRESNLHALNTE
Y (Ferro et al. 2010), NI A > R—/VFEfE & HEEEEIMEDR H 5, Lo LIEY R
B AEEZ R IEEMITERZ < AN TWVWDHZ b H Y, ZE T AR
BRITIER SN TIRpote, — 05, VARKREEEZT Lu Iy L4
TEEE &V D AL FRIBLE BB 2 5 & TOFMAREHRITIZ & A EHRE
INTELT, ARSI TESBOBANOERICET LG THY | Fhx
T G OO, Bk G RRIZEED < MEETEMEABEINIE 2 FAE DI Z DO
ERICED DN DZ LT LT,



1-O-cis-cinnamoyl-f3-D-gulcopyranose (1)

N o COH
COH

cis-cinnamic acid (2) trans-cinnamic acid (3)

R 1 o ARERRRRLRER & o A

¥ AR BEE& AR A R & S TS A B T

VAERERIIN L AT VT B RO A @A) Hormer-Emmons i D2 E (WD
DD EREE) B ZH MK L > TEIETER L (K 2), 20k
a5 L LT 300 UL EoRigbk e AREmR L, —h., Y AREKRBO S
Na—ZAxZ A7)V (BHER) Th D RABMDERK ST > 7 (Matsuo et al 2011),
ZIVBERRIR O EYIENEIL L Z AGMR AR ERBRIZ L D RO L 5 12HE LT,
RIFSHT- VX AT ZREEDOREORBILEW &2 & LR RE L L ThE L,
24 R IZHBROR S 2 ME L, ECso I CERNRAMFE LT, T OIEIL,
HEHBEDN L2 SOR B BRI R E SN WO T, AT O REA
DAHEALTHE THLMHICERTE 5 A THEMNTH S,
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VARREER L OKRRY) (BURER) O EFLEEME IR~ OFEBRTHEERO
MY ECso £5uM TH Y | P, BIFOOFEREZFHT LN TE, RIZK
PR AT DA ETE MBI R 21TV, TORREE L DD L, DRy
FRIIMAET N O AT VHEENTH D ; V ADONARLFIIMEATH D M3,
TN Thyr7ar7a/xrTHRN TR T T TIRIEENRE L L
e 5, AT NN UNBRFEHEMIX LT 1, 3— 7 F VT BRI ED
FNEEN IR RUBVBRIIMAEN ET LTS (7 uanfkried)
THA[, LW D Z &3 L7z (Abe et al. 2012) (X 3),

sp? carbon may be required. cis-Configuration is crucial,
( but the double bond not required.

/\‘, —————— - /« Carboxylic acid or

Aromatic ring is not its biotransformable
required, but some 0~ "OH! functions is crucial.
extent of planarity ~ TT7T777T

may be important.

X3 AR OREEEIEHE] (L2 2GR IS

HER LOBBREHR

VARERRIC, KO BARIEER T I AN A A n =0V — & LTHY
BB & IBARE S (T IS, TR A MR, BT E HRATA %
AR IER B2, £ 2 THER EOBEHIZN RIS SOV RIS~
(Nishikawa et al. 2013a), = DfEHR., A/ ML/ TALIZHE R T A X AL TIFR LT
TEMEZHER S L<ITBESN OB H D T E AL (R, X4),

£1., VAREBORX B UBR EOBEIL) ECs (uMIZ 5 2 52 (—EH)

ortho

meta X
paramOZH

R
R ortho meta para
H 2.2 2.2 2.2
Me 1.4 4.1 23
Et 30 10 82
Ph >500 164 245
MeO 64 1.1 2.9
EtO - 9.3 -
PrO - >500 -



BuO - 270 -

F 29 3.2 6.2
Cl 6.9 3.0 2.2
Br 4.7 2.0 4.1
I 2.9 1.8 17
NO, >500 27 >500
CF; 241 0.6 77
Rn
|\\ X
= CO,H
Me Me OMe
i e i % MeO % MeO ki
Me MeO \©/ MeO
OMe
53 2.0 210 123

Cl
(Eﬁf 'j;jk FﬁT;jk
Cl
| CF3
1.6 8.3 7.0
X4 JAREREEONY B EOBEBIED ECso(uMIZH- 2 58 (ZEH)

BRREH o A i B BRE R AR

REETE AR R CHI L7 B G R — DI T VT VDV ABRE R H 5,
LINLT7 7 —<a 737 ThHDNUE U EDIVR VBRI ZRIC R —F
HIALET D2 EIIREETHY . ZniEH D —E0 _HAZFFOZ L Z2E%RT
Do VARERKFED CarCatkene i A3 B HIEHET 5725, G EHE Tl L%
120 JED “HANEEE VI FERICR>T-, Ly UERAERS T L AR
HEXICZOABIIEART LI THAH), T TRUBVRET VY 3 e %
REHCHNE L A 2 EE(L L RO 2T 5 2 & CThol Hifa %
i ~~7z(Nishikawa et al. 2013b) (X 5), ZD#fEHR, 5 BE THEME L% E. ECso
M—Him EL7e, ZOLEDOmMIINISE TH o7, F1oZ ORBEEHITM
MARNLEL THHERIRA—FL L D—DThHA L F—EHREELLTED
=% MEREMBNORRRH L O EHERI SN, FE, e G
G) HICL DY AR EEEER S a A X+ X FOROEE T RBICBT
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DA BT L—fTN G, WL OO B4 —F VR EERR T DR
5 U 7= (Wasano et al. 2013), ft > T3 AREKERIC X A MEMENEEIZA—F
v EOBRNI R I N, L L, AR & ZRERIERIK & O DNA~
A7 a7 L—EROWE)»ORBBR TN RRD Z & bR S F1(Wasano et al.
2014), D L OWGEZRAE TIERBEF 8 272 > T 2 A REME B B E TE 721,

)

oy OX

CO2H CO,H
flexible fixed
X
2 CO,H CO,H
ZHA 120° 0° 18°
ECsp (uM) 22 8.9 0.27
X AN X
CO,H CO,H CO,H
—EA 34° 66° 92°
ECso (uM) 0.64 >500 >500

5 ZRAERL S ARERRIIRIA D A (B - A LT 4 )L ECso

VAERBET V¥ T=R FOBFR

AR OERET OB L TH A 59X, U ARERBBRRN T
F A=A DORRZAT T2, Br DAL LTV AERBIARE T A 77 ) —h
ORI EMHEERZ RIS R oz, b LFEroTfbeaty 7 7 v
L. VAR L FIRFIC L Z ZGMBITHER S E D LWV ) FIETITo L T A,
W OMDT X T=A MREShoT (K 6), ZDOHT, HTFOMEMREE
MzERTH, =% (L F—EEER E) OFEM Z 8 L2y ka9 as
2 L & 4172 (Okuda et al. 2014), B4l A—F 7 ¥ T =X MEIEA
Z a3 REFE S ¥ D PCIB ((p-chlorophenoxy)isobutyric acid) <°> AOPP (amino
oxyphenylpropionic acid) ® ¥ AfERBEOIEAMGIER 2R L2y, Eiidkx @
IEEWTA—F L OEREZMHI L2 e, BIEOERET 22500
EBEZDND, ZORRIT, B THRRLZEE CTHHRIEREZ OO LT,
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(a) VAR KR EEFREMIIFER (B REEMERGL)

‘“ Yow I
CO,H COH CO,H
OBu
(b) AR E/ER

T || O
CO,H ol CO,H

SiMe; PCIB
NN O\NHQ
CO,H CO,H
AOPP

A=V EHERIL A=F I UHIHEIER®BD

X 6 > AREHERFF R T X T =& |k

VAERBE S n—T

T ARER B OREHN TOEFE S L < IEHEL 2 EBRLFAITHREET 5121,
TYETEEESED, WOWYLG T —TOREHTHDL, 1L, 7
Lo THFZEDOLDORFNFIZ/R>TLEIDT, BT a—70nxn+EH
FEOTEMEZ AT Z L 2 EEIZRBO 20 EWIT 720, ZO7 DI RIEMERSE
L&D EW e YA & U CTHIRET T o B R N H 5, ¥ AFERBEIZIIMY)
(CATEEZR BT o ZRER IR & W O SUREMER DR H D DT e xR s LT
F7u—TORFEEED-, X 7L L UURENE LS BRNRS hEe ke
W5 Z LI LTz, JeOMEEIEEMBINIIE N & S ARG S D ARG
ERBES RN T 2=V EOAXIREE THD EBE X, £ LD
V=N LTEHNEER‘EEIED L E L, L L7 2=V DX XL L
DHEERROLIZ T v aFx v (m—T FER) 20D EIEENEE L 7= DT,
OBERELEEZR LIZ L 2 ApHREELEDIR - 670 5 EE (BRelk) N
LWZ ERGhoTz, AR ERRSH LD THAH, £ THRORS I
LEEMR E A L CREIICIEA R oo —F L2 AL, Vo —I2iET
NENAEHER W, 7 e —7THHINS PEG (R =F L7 a—)L)



U o —TIHEMEE A LT, PEG 3N E WD, HEWIZRILEI D DI
VB REEMEDR 3 TRVWDOTH A 9, RBICRFHRIZOWTHRE LIz &
A C8 Wi BIEMHICEER DR WESTho7e (K 7)., [RERIC b T v AR
fECThat7ru—7%28m LT,

X
CO,Et N X
> CO,Et NaOH CO,H
+ > =
NH EtOH \ H20 ’}1/
|2 o NHBoc  gdy O NHBoc
(0] NHBoc 74%
X
COxH
FITC J
TFA COH  nNet; N H H
- — 0 N N OH
o v T
o) NH,TFA

\M; 65% |

HO,C O
(for 2 steps) ‘

(@)
X7 w7 u—T 05

FRoEN T e —TEHNTH A A=V T EREIToT-, B LTV A
KBLO N7 AROEN T 0 —T % L X ANRICERA SEZE A, VAR
7'a—7 TR OB AR S (¥ 8a), S O IZIHMHESBEKEE T
B LT L 2 A, RO OREEH Sy & B 5 A E e Bl S
(X 8b), MIEPNIZIZELIROFEERN R S, & OREERICRVER Y 7T v
MNEE LTS, 51T, TOIREO E £ AERIREZEFA S5 LREAT
DOEIEFHER LT, —F T T U AERBEAERA S ThE IR I+
FCThHhotl, ~HThIT U ARRRT o0 —7 ZHRICER S TH, REAT
OESCFBE IR oTc, U EOFERERNG ., Rl v AL g7 =
— TR E DN, VAREEBEMZ D EEEBHER LD, £
D7 m =T IREN GBS, TROobV ARG v —7 & o A
B VAR AT TS & 2O BFE D EWEAL (ZFE?) BdH Y, BWVITHS

5 Z &0y - (Fukuda et al. 2016), v AREFERDOHE T 1 — T INERE T 5 HL
WoERIZ, 7077 2 MEOHR/PEEICRZ 20, FERITD)H>Tn
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(a)
Bright image Fluorescent image

mock mock

cis-isomer cis-isomer
' trans-isomer trans-isomer
R 2 (o

(b)

enlarged image

X 8 VABLONTZ VREEBENTa—T AW A A—T 0 7FEER
(a) PAMRE L IFREF TOHF A A= 0 7. (b) Y AREREBE T o —7 1k b 4kE
SUE EBARRER 1T K B BlER

H RN EA

Je D FER TIREAT TS & AERIRI 6 L CTRANMED i W ERAL T do 5 ATREMEA
RENTZ, TOEAITIT TN A THIPFAET D, TV A TSRO ES
EMEZ R D BAEZGBER DL, LW\ T EE, YRERRITEDEMEC S
BLTWDLAREER S 5, £ 2T, I G OfER L RNENEEOHFEMETH



LEBO—ANOHRHE CYHEF 4 KPLREER) L ILFETL 2 2RISR 55D H
P ERBR 21T o 72, v — VICHBML a2 i) LI BRI i, 22
(ZHEZE U TR 2 AR 2, BRI I R T2 MELHET 5
EWVWOFETHDL, WWERFETIZ oA XFT AT 2R BEW L T 50N EA
ThoH, TxITINETOERORMEL LOY A AR RKE IO FWDES
VB ANBE AT ) —= TITHW, ZORER.  AFERERIZE ) E MR
EVEWEDR DD 2 & M Lic, Loy LRSI TR N2 6O 12 H ) A P E 138
LIV, I T, Fx OV ARRBERIET A7 7 U —OH ) bARE
FHERZ RS RVMEE 2 W< DO L, B RO R R IHE A O PRER
L7z 2 A, 17 BHER ku-76 2% - L7= (X19) (Shindo et al. 2020b), i
O EWIEFA —F L o OMENER R MG E LTRELIESDTH D

(4 6), BEAEMLENEY & F 21X Naptalam (NPA), alkoxyauxins, gravacin,
yucasin (Tsugafune et al. 2017)72 EE S TWAHS (K 10), Wb A —F
> ORBPERG A S RO RN Z DOIEEO ER TH 5720, lERE DR
RS2, L L ku-76 IZRMHI BRSO R TREN TS 5,
Flo. SuM E W RRE TIEENTBILL TWDH Z &b, HERE L TR
ALY —NMeEmTh D E WL,

(a)

NN
CO,H

ku-76
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9 (a)Ejj PR BLBLEA] ku-76 DLFHEE. (b)L ¥ ASRICHT 5 E
J1EMEFLE R (mock), (c) ku-76 LB L 7= L % Z4hiR

H
H N
N /
AL, -
O COAM CH,COH

1-N-naphthylphthalamic alkoxy-auxins
acid (NPA)
\ —COH C©
b
N\NH
gravacin yucasin

10 REMLREEFOE DR ELEY

WIZ ku-76 Z LUl EEZ G L, MEEEMEEE 2T o7, Zofks
YVIDOFHE T HQZAE)-_V Z U UERERSIZE LT, STERRMERZ & ONTE T
K72 EOBEEEREEZ RFEAICEKR LI & 2 A, SLIRILSRIZQRZAE) KD 3 L
FEIEMZ R LI O SLAR BRI A BOIEMEITRO b oo, £ AR
VAT IR, TaAa—i, ZATFAREDOR Eﬁ% CEHL CHAEDOEE
P FESETE M 1T /L B 71U 729> o 72(Shindo et al. 2020b) (X 11),
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(4E)-configuration
may be important,
but not essential

@ (22)-configuration
o is crucial

aromatic group carboxylic acid
is crucial is crucial

11 ku-76 O EJJEMELEEAICBE T 2 #ETEEFER (L 2 AGR)

2T BRI e R SRR B A 0 BRI A T RRIR O Al A
Wic, HEREROEHE 4 fOXEREZEAL THIEENMET LRV E NS
REETEMEFE B DOFE R 28 A2, S DIV REEAZEET D2 & T LR DIEED
sfb A HfE L, 4 (L& HFEBRAN MLE 22446 L-B8 ka2 250K LT-, <
DFERR Y F A7 2 VBREFT D 40802 pM THEMHIT S Z L2 BN
PRSI LT~y 230D AT N o a2XoB U RICER L -3FHE
K 5 TIIAE T 0.05 pM CTREEMEZ /R LA T oM EMHESE LB Sh
2o T ORMIT NPA & HHEEFHBPMEREH O THLIRE TR ENEERTHD
(Shindo et al. 2020a)(IX 12),

HO,C O
O™
S O CO,H

4 5
12 B EMELEEM 2779 ku-76 FHR

S DRI BAEPEEFR 2 ERR < HEHO 4 ARk~ e EHIE 2R
MANCEA LT, ~a 7 U2 @R 5 SiEMET ku-76 L0 bia b Lim
0.0l uM THHEDEZ R LD, AT HEMHR LB Sz, REEBHRILT
IT NIRRT N XD BT IF BN LTSGR R A 1A L
Txm Tz Fo LERNEHRLEZ 6 TRWIEMEEZ R L, FIC p-
methoxyphenylethynyl & % & A L 72 BMA (6b: 4-benzylidene-4-(4-
methoxyphenyl)hex-2,5-enynoic acid)i% 0.01 uM 372> 5 10nM TH R JIZE S
PEZBRE L. 2o, MEMH 2 —8R S, AR o B ) M Rr 2L A 7R ) BE
EHZ2 R4 Z SICTh Lz (X 13) (Nishimura et al. 2023a), PLRTOHEE 7 1
— 7 OEROBRIE LN A—T bbb EEIEIC sp? b L < sp RO
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TEBRFIE, EEORTEZ L0 S TIMIMEEEZ 5 TE 2 -0 e L= &5
Z B 5D, NPA &9 BEFEORER A — o U fdhme PR (B ME S (f
EHHET D) Lo bR hnom ) ELE R Th 5,

4 N X N N
e COH (G
Me CO,H CO-H ‘

R
|| CO,H || CO,H || COH X l| COxH
ar

OMe R = 0-OMe, m-OMe, p-OMe,

o-F, m-F, p-F
6a 6b (BMA)

6c 6d

X 13 58 7) 70 B MR AP E AR &2 7R 97 C4-EH ku-76 JHiR (K

a4 XFRXF & AT BMA OE AR DENT

FRL7ZEBY, BMAIZL X ZAHAZ OROREZIIT S 2 L7 < B HEM
EIET S, ZOREMRERIZY e A XFXFITBWTHRERIZA 54, 0.1
UM DIEENSH B R Z R L, & HICEEEE 1 pM) TIIAR 2 MR E 24 < 72
DFELWENEERENE 5N (K14), BMART ZOWE L, 2 Tl
WME SN TWVAEEY TIEA LN WEBRENL DO TH D, ROENEMEEL S
ToAR D R N RIS B T 2 4 —F v VIBE AR OERNEETH D Z
ENDNo TS, 22T, BMADIERHEE A oM 2R A E LT, £F
F—F% v~ —N—"Th b DR5:GFP & W TIRIEO A —F > U A Blgg Lz,
Z Ok BMA ZLFRIZ LY GFP ¥ 7 F L DIEBIL R 2 — T BB b B S
Nz &b, BMAIZIER 24 —F v o iz lET 2 Z Lok EHE
PR EE A b 2 T2 & HEJ S #u72 (Nishimura et al. 2023),

BMA (34 —F VU EERB L O T v F A —F U UiRE A T, A—F v A
B E T YUCCA iREPEBUR DR RBIM A R I oW b ot A—F%
> TGRSR A RICIZVER L7 & & 2 54 D (Mashiguchi et al. 2011),

13



FeIni=mlgErE & LT, BMAWRT A —F U U DR~ DR L, A—F%F
VRRMERRE DL EICENT D EEZDONRRYE TH A H, FEEIC, BEBST
TR A NI EORRIMEEY., X HICZDOFHERTH D NPA N —F
ARVEE A A L ET DIEMEE B T 5 2 & AR S FL TV D (Jacobs and Ruber 1988;
Brownetal. 2001), L2>L. ZNH &40 & LI2BERI D A — 3 o kB EA 1.
HAOBMEICEEL 525~ THEICH L THLE LWEEIRZ T, 8L
. WEMEEED A —F o UBIEEEI B L 525 2 L NHEATHD EE X
bhb, ZDOZ LN, BMA DA —F 2 AaMER AL EIL, B4 —F v
WP EA & RS2 BT L, AR COE NG U7k 28 BA 1 8) < ATRE
PEREZ HND, A —F ¥ VAR 2R TR A 7 A BB B b 2 03,
A —F% 2 U PEHIR PIN2 & PIN3 35 X OV Y IAAR AUX 23 RFICAR S5 0D 8 7 i i
B 5 & SN TV SH(Han et al. 2021), £72. pin2 B X aux] ZE2IKORITE
TEMERE 2R L, BMA LB L72R O EEERIL CTWD 2 Evh, BMA O
B Z XV BEOREIMEMTH D, £7 . DR5:GUS ZH\\T, BMA 234 —F
VUV AR EE X D0 ME L, FEREEIR LN, -
Y IAZITIIMERM L2V E D TH D, RIZ, BMA 725 PIN2 35 L UV PIN3 Oifffifia
WIRAERIENZ B 53 2 AIREMEIZ DUV THRRET L7225, PIN2-GFP & PIN3-GFP Djfff
JANRAE R E — BB R b hotz, 2D Z L3472 < &b, Brefeldin
A LIXHE72 Y PIN2 8 L PIN3 OMIFEN R ERIENAER 52 & TH—F
BE I A B 2 T D DI TIEARWZ & 2R LTV 5 (Geldner et al. 2003),
BMA 73 PIN2 & 5 VM PIN3 ZHER) & 3202 LTl A —F% & U HEHITE MRS
EREEHT LR E, S ORI EITONER DD, £, T—F
FRPER S, PGP 72 E i OfiikA<° D6PK 72 £ PIN DIEM:HIEI 3 2 K+ A3
BFREICHERET D Z D, K VIRRWEACERN 2 M8E LN S h
% (Geisler and Murphy, 2006; Bassukas et al. 2022),
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Mock

0.1 uM

BMA

2 uM

14 BMA 3y 1A XF X 3L X OROMEF I 2 D30 E

BMA % &L EERHIC S 0 A X7 X F O 28 L, fECEVTHER Lz,
BMA 0.1 uM TIRIZIEFTS L 9 ISR T %, & HICHIRED BMA 2 uM T,
RITE LRG0 R 27754,

Kbz

FH DTS V=T, T Lay INNTh DY AR IR R & AU
LC, SRR EMSIER 2R3 > AR R OREZRR G R O ETEEMB., &
WA A v D= FiEE O T RERNL ORI L 0 B EPERLEER 2
RH L, & BIZZEOHEBREG KD B 72 Fr AL EHR BMA ORI YD >
WA AL ) — MZREL LTz, ZORRIIREMIT. ARERILT.
WA OEMENH ) L CRSIFRMARFERAL, RS0 THD,
EHIEMET, 2V A THRNEN T REZRHE L, A —F 2 o AR OEE
ERRCHE 25 X 29 F T, EEodEkid 2 RFZERIIC 272 2 IR E I &
WO SE> TV, BT, mHIDA X P THLIENRZICEHLT, a/LAT
M CEA TR Z2 RS T HAMANHL M END R E, ZRETIZEL DM
RS A B2 5 4 C & 7= (Morita, 2010; Nishimura et al. 2023b), L22L, A4 —F
% 7 A O HIE AR B AL 3 1T DR R Okl e & RIZICAH RS
%2\, BMA DR TERIE, A —F v om0 i, mEAEE oA —
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X MRS IC R TV A TN E T Y 7 VEZICE BT 5 FTREME bR
LTW5%, BMA X, #riz 72K+ % B - [[E U, KA OSIE 4 g & B3>
—E LTREIZRE-TZERMFB SN D, I 5ITIE, MWRERER, §x
IEhE D SR WRHETREAIE L CoIS AR BRSNS,
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