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Fortunato et al. 2014) , MO ZEEZRRT 4 7T L OHERIE, (FEID) FiT- 72 EA b O 7= 701k
BT ORI DO TIHRL, BRIES SN TWEIERDOBEE Tty NOT I/ BEE 5|
#2925 % (Ronshaugen etal. 2002) <2, V7 (WD, EZTEHIK 7)) OEICE D bDEEHE
26D X D127 F L7z (Carroll 2008; De Robertis 2008; Shubin et al. 2009),, 1] 2122 < DEN)
FICHal L CIROFAEITHN I TV D Pax6 s (Halder et al. 1995a; 1995b) IZR. B35 X 5
2, AT AZHETEEOEEFEY b (Y—F v b)) AHLE LICEEHIER >

N — 20, fRESOF R LS EFLL ERNC O LSRR TH, %< 054,
HELTCWVDZ EBRHLMNE o TWET L E 20 FEI2 72 DEM O R AL FAF RO R X
0, ZERREHORKICBIT DRET BB AOEF L, V—F v MNEETIHERBEORFZEMZEL
0, FRCIE, BIORE TOM - HRH (2 - 47 v ay) Lo Thhbahd eExonbd
EolitsTEDTT,

1990 FEB 06 1A X R F (Arabidopsis thaliana) %158 &+ DAY T T WAESFEIC B
(T IR DAL DN T o F LV OB AREERIZ M B L E Lic, fit\ T, vrA XF
A FTRIE SN EREIE RGBS - ORIRZ R D 72012, W LIa e Eri & 5k U748
[FHEAR THRRIMT b D L5220 £ L, BlxIE, # iMoo EREE ThHIEDRAEICE
WG, BB D~ A % —HilfE[A ¥- LEAFY/FLORICAULA &5 1-<°, {EasE Ok % 2 59 MADS
Ry 7 ABBTIZOWNWT, a7 RV XIS 2 OMERBE T BFETHZ BB LN ERD,
Z DOFBUFSBEBE D LRIFEIC DWW T O 23S 53TV E T (Tanahashi et al. 2005; A
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RMEDEL 70> TV D, EMOEMmOREE FEHOBBRIINELEARRENEL L, HHEDIT
DA TV T Ok EHEHN H - 72 & F 2 50TV 5 (Battistuzzi & Hedges 2009), L7 L
RIRD, BEIT U L LI EMEbE LAY 2 RS, 4 A OB 2T 5 ICE
THEBEOREN 1 E LT, RERIZE > T bIRFEZETE LAEKY EZ SR TX 5@5%@5"‘%:
IR E B2 R LICFIIMNTh 5, Al T O Fb A+ 5 12H 7z -
THERMEDITICH D HEEEMEMHAO S 6, 7 L7 YV IT 1 U A (Klebsormidium
flaccidum)D 7 ) Lt & A & OB OFEREZFENTT 5,
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2T BT, FRFE IR DB K (Parnell & Foster 2012), (bR EE &, BEALAEHCHERE(Scott &

Glasspool 2006)72 EHIEKEREEOEEIC K E < FEH L, HHAICES ZELZ KT L HoTm B %
bid,

K. Hori & H. Ohta-1

BSJ-Review 7:55 (2016)



TR AR HTRR 7:56 (2016)

2. EEEYORIR

B FAEI IR EEEO —REN O DI U, BIEO SRl ER~ LB L TE20, Eo
X0 ZetE sk RICHER L, &9 o Tl RERERIZES LBRZZE T T o 7loDEAh 9 hy,
Z O FAEI ST W EEORHEZ B S L, o dstE-Cke i & el 5 2 b
NEHERT Fu—F0—ob LTHEEINS,

ZARTR B DMAAE T D T TR 53 2L D FFI0 R AL ARAT 7> & B4 4 P (Charophyta) 12 J&
TOBWHENE FEIC R BITVEEZ SN TV D (Lewis & McCourt 2004, Leliaert et al.,
2012) , (HEEREFEIIZ ABERETH Y, DHE EORTLITELSH — IRV, KfETlE
Lewis & McCourt 2004 O 53 $1Z K- & HllBahEy) O A R0 Lz, ) HlliEEy ML oo
XT AWM, 7 VT YNIT 0 U N, 3 VA — T, BEAE, v U O 5
DOMMPEEND (1), ZORMNTHED 3 DIFFRICRE FEMITEWE S, D5 b E
DA A DRI Tl 2 TR b < fEam eV C & 1o, T, WEEMIHEROETE L
EHIT, X VIBEOEWENT M ToI, BIEIXHEE R LR OWligkiE &+ 2803 H )
L 725 T % (Timme et al. 2012, Wickett et al. 2014) , FEEE, 31 FEHORF I BINZEED
WK 1 OFFTRER S A2 R L TV 5,

T ldbe HBIoW = 28RO L 0 I, SO XD BT EESE LZONE WS BET
R DR EHEHICOWCHFE 2D 2 FE2E 2, D OBEEEENEY O 5 B BRI 5y
B U, ZAIIETE CTH DN TR 227 VT VIV T 4 U LD ) MG EED -,

100 >O04XFXF
100 ]
] BB
ARBHENR (B _E4EYD)

EXYUBRIS

#FTI (EST) o
FAZ RO (EST) ‘ S
JSZIE (EST) S v SOEE -
H—RRITUFA A (EST) Lot br— 58 EHEE
AL A& —5 (EST) % = 7 HEYPY
ILTYIEFAIA N, <
DUTYILEF A1 (EST) ‘ IULITYNET 4O LRR
00%7JX (EST) ‘ 200%7 X5
100 SUO0EFR
— O x| g
_ KR
100 oars
o USZREFR
100 RILRY DR
100 aYRSR -
— STPZFAAIY> L&
sA= RO
e . _ -
100 TIAYUFSA | 2RHESE

0.2
X1 31 FEOMRAES NI R0 BT L 5 Rkt
21 AEWFRIC @ L CIRESNT-Ea— RO & L o3 7 EE S| (—E EST Bidln HHEE) ok
% U 7= e 4R HiAst (Hori et al. 2014. Fig. 2 % i Z)

3. JLIYILEITaOLEE

I VT YNIT 4 U NBRIREDOZMIAOBEH TH Y, W12 X 2 WA RS S
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BEZRERECTHY, HRPICOMT 5, BETIEIH LN, HHEERE EREICHEIG LKL

B TH Y, HME(Morison & Sheath 1985, Elster et al. 2008, Karsten & Holzinger 2012)<C#Hif5
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1. BInFEEITEIEDREIS
B BRI a T EROIREN ) Th 5 £ B2 b TE 2 (Ohno 1970), BHAEIZL > THEAT
s D% 1 3EEE b (Pseudogenization) WZE > THKT D0, BEEICHKT S 2 SO8(E 1234
U T NORBAE D TOTSREZ &E 35 1 9 1272 HH%EE b (Subfunctionalization)<°, A
;@%KKLM%@Hﬁﬁ%&%twOfmk% EEMERFT 25T, b O RAHOBGFAHT L
FERE 2 18153 2 FTHIFERE#RS: (Neofunctionalization) 3L = 5 Z EWNHIHILTCWD (K1), @EfsEE
VZPE D BRE M ORISR S R B R FICEE Z 5 &, PIROBEIR FRENKRE S BT 568, £

DEIN T LB O¥S
%/ \\E@

[ teke AB

/ N\

—

%/ \\§@|

HEK

(Pseudogenization)

Lo

| oz

Eéji |

HEREB & &b L DIKEE FTARMERE

HeEDL

(Subfunctionalization)

HIRRENES

(Neofunctionalization)

1 B FEEICE > T BB & D&,

b, HDHWITHHIE

HEU J:ofi%[lbf:ﬁ%%@%’% IR TERT D05, BERESY

HOMBDEELH D,
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ZHloOHEI ) &R0 S
%o B EREMIZIBNT Y,
B HEE% ORE bR
HTAFERERES D OB s
TRy N —27 2 XD
BHEZ L, 2ot EHk
LizEEZExbhTWD
(Rensing 2014), %7z, [AILC
FENTEEICL VUM
[FEE T T7r 7 EFEE
n, ik TAELE
F—yvua 7 LiFxEIEns,
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[z EHEA AR AR D 2 v ¥ 7 B RAO M) HAIAESR000 T L. LRIk L7 L B2
AU TV 5 (Lewis and McCourt 2004; Wellman et al. 2003; Wickett et al. 2014), > 27 E@efis v o7 E &
Fig A ODOATEER 2 LU U C D &, U V7 B3N BAI O AR L OBMBIR 21 ED 3,
FHOMAITHEAIDORES DI T 5, —J7 7T, ke LRI O A S A OR-HARZ TR T 5,
B2 EARE OB LD HIN A D R D3I LTz &5 2 B D 2 7 ) CIIARTEER O R T HAH ORME
T, RN E <, BUBER RICEEICER S D, ZHUTk L, #i Tl o K23
AIEOFEL 720, BBAITEGIINC F Tk LTV % (Graham et al. 2000) (ARG IR & il o>
2%, ZDOZ Lnb, B RO LOEEE CEIOEMRO LA L ERIL R E 7= &35
R HND, AR CIIRE FREY OO LIZER L7 L B2 b 2 DDRA AR 7 2B
FIRF-, KNOXiE{n {5 & BELLIE L FIEOE s - EHE & 2 D% OB FELIZ OV TR 5,

2. #FBHEYMDTALERIR A ARy U REILEFITH bNHEGTFEE : KNOXEEF EBELLEEF
RA AR 7 AR GR I IEAZAY GBI R OREIRO O RER - D> Th ), EFAEMD
HBHIEIZEBO T, DNAFSEREZ R T HRAL RAL LV DOE 1~V v 7 ALFE 2 v 7 AORMIZ 3
TR BRI O AN ST TALERUR A 4R v 7 2\ s & 37 2/ BEFs RO A 22 JETALERY
RAAR 7 ZBRGERAAZ 30U TNz & 3B 2 BV T D (Derelle et al. 2007), A CIIXTALEAHA G
TIIKNOXGEE 1% & BELLIB(E TR/ DMLUTER D, Wt b ikl & BiiatEes 7 =7 « 4
>/ Cyanidioschyzon merolae Clis < A7 4T 5 (IX] 2 ; Mukherjee et al. 2009; Sakakibara 2016), fkEEkE
EEp Y | e AR OB TIEKNOX B L R IT B FHEAEIC L VKNOXZ 7 A 1 s F ik
(KNOX1) EKNOX7Z 7 A2i#fn-ififk (KNOX2) (2471 LT 5 (1% 2 ; Mukherjee et al. 2009), =177
W) & MRS AT O 3L JE CIIKNOX L 1 #if% & KNOX 2 ik O s 43 e 1 {#
TOTHHTZ EHEESNDMN, TORITE Z > T2 a FEEOR R, M CTli S S ICE B 75008

2 fJ}‘;‘E [O) SN
3 KNOX1/2 KNOX2 VOAXFTRF - IRTZ1RE

27? BELL TR PP B L{K%b}%@ LSS R S8

1?7 KNOX1/1? KNOX2 IJ\;;*’_P=Z'77KU?—’ é BB
} EELOLMH KNOX2 AXNTENBRE VAL BUER G O
mUy L) REW 225 FRED R
1 KNOX1/1 KNOX2 EXYUARIT L=TTRE BER & 43R IRF s CAEAE
1 BELL /17/7\%%\%{ o L7t HEEIND
1 KNOX1/1 KNOX2 f@;;i? VIVIT A VLIRE BELL/KNOX /570
ox USSREFRIRE Hoke R, RS TH
o ALHE & Bk
STETAALTIBE 75 HAES L7 BELL
O DIERFETHEINSBELL/KNOXBEETFK BIET L KNOX HET
Doy F-BHIRHT ORGSR (Mukherjee et al. 2009; Sakakibara 2016)(25-3< , L ZHHD AT ) MMEEiTHL

TEHETHTHY, A%, BELLKNOX 5 TEA /e 5 S if S s,
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HINL T\ 5, KNOXIEIG T & [FRIKEIC, b A OBELLIE G 12OV T bilfn - EEIC L 0 @\ 5&
DI DMEARD Hid, —7F, BFEAOBELLEE T Cl, LS 7 =7 4 4>, RU%KEAE
ITBE T HEBIC K > TAE U7 2fEOBELLER T2 RO, ¥ V7@ LT YV IT 4 U A
Klebsormidium flaccidum CIE 1 EIFEIET D, SIEAFAROE 005, EEFHOBELLE S & [ FhE o
BELLE {5 - ORFBIRIIRIZIA L CTlEiR <, SO b,

BELLE{x - £ KNOXIBAn DI eHRE 2 B4 5 L CHEER, FRSEHOTALERR A 4R » 7
ABIG AR DR A IR OTE TR I T 5,

3. RBMEYMOERRLEZHIET S TALE BARA TR Y I REEF

HfaskEE 7 7 X R & Chlamydomonas reinhardtii |1X7°7 A &~ A T AD 2 DOXREII A FF D,
KR ZFME T CIXHEAHOREMI BB~ L b 5, ZDBRIC, 77 ZAREMEF13 BELL £
VXY E % a— R % GSPI (Gamete-specific plusl)i8n 1%, ~A 7 ABIEUE 11X KNOX & > /37 &
% 2— 9% GSMI (Gamete-specific minus &6 2R 5, ZIHDZ /37 HIXENENDORUE
FAZBW TR EICRTES 5, KNOX & VX7 BTG R 1 & LT 23, BEI3Es Ty 7
BRI, BG4, BELL ¥ XV BTl ~v—%BRT 52 & TREA~EBITL, 86T (B
F) FREAZRBIR FRBLZHETT D 2 & THIAHARO/ME AR L T\ D Z & AVRETZ(Lee et al.
2008; Zhao et al. 2001), Z i1 5 DEERCFECAHEMIZI51T D TALE 85 1-ORF T OFEFIZEE SN T,
Lee H(2008)i% KNOX i#{x1-& BELL #fn Ok OGO LI EE CTh -7
LWV RERATRE LTS, RO TIIRE FE O ETESR OE(IZ 351 D TALE Bk A 4R » 7 23k
(LT O%EEZEE9 5 ECTHEZMAAE L2 Lz, B AV U H 32470 KNOX s 1% & BELL i#&
{RFHRIZBET D98 % #5072 (Horst et al. 2016; Sakakibara et al. 2013),

B8 (n) #E&F (2n) H#(n)

%S £ i

ko)

—6\ g [FErannned]
<>

| nox

Gsp1 (Gamete-specific plus1)

Gsm1 (Gamete-specific minus1)

X3 HiakkEEs 7 2 ReF 2A047ER & KNOX i&{s - & BELL i#fs 1 0#&E|,
Lee et al. 2008 J V) 4%,
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4. KNOX2 i&{mF & BELL BnFIdfE EAEMD KRR EHIEHT 5

Fe BRI 5 KNOX2 18 s il & BELL i@ {n - ROBEEEIC W it il 8o e
AV IIR 3 Physcomitrella patens % FINTZfENTSEA TN D, B XY U TRAT 5 7 AT 2 R
DKNOX2 HIa 32— RENTEHY (M2), WFILbHEHOM A TRELL, £ e/ KIEE
TR FARDOMREA DA B Tl 145, Z ORZ B4 5 &, BARITEHR O £ 1K
D HERAESERR A b L7 2 & h, KNOX2 Bin F-MEFIZIB W CRURIRORE T v 77 KEd)
Hil92 Z & THARZARZHIE LT D & & AVR S 4172 (Sakakibara et al. 2013),

—J, e AV VAR IT AEOBELLEE -2 F50708, £D 9 HDO—2> T HPpBELLIE ST % T
BRIV ORI SES &, BHRITEHEO £ £ 8 S 7-Horst et al. 2016), =D
FERG, B AV Y HRT7 OBELLE G F05Ma HRORAET v 7T K afilifd 5 Z Lk, Ao
YA BT 5 Z L VRENTZ, F7z, BIFCHHT & FHII D FETH N aOREHE A VW T Z
X7 R ORI EAER AT U7, PpBELL1 X L X7 B L2 L X Bk & OftE % /808
e AV Y BT ODKNOX1 £ 72 IIKNOX2 H L /X7 L a2 R Bl & D % w737 B D
W E BBEAEAFRECH D Z LAVREN TV D, LLEDORERIE, v AU H = CTHPpBELLI
BTN E A Y TR TIKNOXE w237 O & WERRNTFHAAER L CHbRA2 2 il
LT\ 5 ATEEME 2" 3 5 (Horst et al. 2016), ZiLHOWFFEIZ L > T, KNOXiE{A - & BELLEA 7T
& B EM B OUMRZ O TR SRR T 2 R R Ll B e A U x4 Ch HFEEE
PRAFSITND Z EDVRENT,

5. KNOX1 i E{=FISREFAD DR BB Bt FREInF

TR CHRANZHBE SN TZR AR v 7 AT b 7 F 1 23 Zea Mays 7> 5 HilfES 72 KNOX 1 1
(LA BRI IR T D51 T 5 Knotted-1 T V) (Vollbrecht et al. 1991), KNOX1 &5 HRIZ OV TIE
WA & FAWTZAFED 8K, i S 40TV D (Hay and Tsiantis 2010), b 7€ 1 =2 20 Knotted-1 &z
T OWEITRN T A X T XF Arabidopsis thaliana D Z3ETR 53 SRS R K9 2 ZEBAR shoot
meristemless (stm)DJFIRE(G T & LT STM B5 TN HEES L, KNOX] # 237 aa— RLTnh 2
& D BT 72 - 7= (Barton and Poethig 1993; Long et al. 1996), F£72, B A XFXFDfthod KNOX1 /¥
T v 7 ORSRERIBE TR CTH D knatl/brevipedicellus (bp) | IAEZE DR NME T S 5 KBV 27~ L, #lifg
BESRGRIA T, FHZY 7= AR OB S FHE0 EA LT D Z &b, KNATI/BP s34
RADFRIMCIRREZ TN HERF L, TEEOMI ML E RSB Z HR1ICY /=2 Dk L CLE S D%
I LTV D EB X BTV D (Mele et al. 2003), —J7, KNATI/BP {5 1-% > v A X XFTilfEF
BLEHE 5 LRI EHERTE R S5 (Chuck et al. 1996), ZHHDHEEND, H-HEY
KNOX!1 {51 3ha TARDZETA S ZSHARR D FERGHERF & MR/ LOIIHNHERE L TV D LB X BT
% (Hay and Tsiantis 2010),

Sbe LA Cdo D = riEd e A ) 7R A OFFO 348D KNOXI1 B 11 3 a AR TRl &
SRR CHRET D, B A Y U TR 37 ORISR I DV TR SN D 28, #1257
FHRAHE L, 1 EORAD 5 253t LT ARDORELE T 5, AV U IR0 KNOXI
BARFINTILE ZOREFRIC—RIC/E DN D 325 RIS 5, & A Y U T =74 KNOXI i#
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{5 = BERERE R BRI WO TIIha RO 3 258 YN HERF S e, FERE LTV Oy
IR ER T 5, ZDZ ED, KNOX] @ik AV U AR I 2B WT o
KNOX1 #— Y 1 7 L [fRI 0 2505k A HaFF 9 DHERE A fH > T D &35 2 5415 (Sakakibara et al. 2008),

A XFRFO LS I HIEA T D8 TR Tl KNOX1 Bfn IR RS CRBLL, %
JFEERI ST - TP EREREI CHBLNHAT D, 24U LT, b~ I Solanum lycopersicum °3 1
A XF AT OUTFFED 2 F% 7 4 73F Cardamine hirsuta 75 EEIEZTERCT 2080 Tld KNOX1 &5
T- DR IEF IO/ NEFIL CHONEM LT 2 & THEOREDMF SN THD Z LT
% (Blein et al. 2008; Hay and Tsiantis 2010), $7-, HEEA AT HHEY)C KNOXI B2 RS =
-5 B IEEEDOBME S A3 TUHE S D (Hareven et al. 1996), Z 415 OFFFEIL KNOX| & n 1 D3 HEAD
IR DOBEDHEAL & ZARUICERR L2 Z L 2B LTV D, 20K ) IS T O (KkD
2 TH Tl KNOX1 s OFBUTRFZE AN BB S Tl v, XKIESZSAME C R S
%77, FAEVORERILTIIIH SN D &0 ) BHERRBRRZ R0, e AV I TRIro
KNOX1 {5 FDFBUIRAFIRDOIFEE DY O S ZHERRICFRE AL TN\ D, #EFAE OREFILTD
KNOX1 {51 OFBIHNEE G925 K1 & LT MYB RAA U %ETe ARP (ASYMMETRIC
LEAVESI/ROUGH SHEATH2/PHANTASTICA)#% > 737 &, LOB (LATERAL ORGAN BOUNDARIES)
RAA v %&E&Te AS2 (ASYMMETRIC LEAVES2) % > /X7 'O AR YAB (YABBY) % /37 & 73
EDHE X TV D (Byme et al. 2000; Hake et al. 2004; Kumaran et al. 2002), = 15 OFEEX 70—
(AS1, AS2 X° YAB) OA—Yua it AV U RIS ) AMIIFFER T (Rensing et al. 2008;
Sakakibara et al. 2008), [ FAEMIOME(LOMFE T, #4515 T KNOX] B{5 - OFEGERENC
B D 87270 b T AR OERS Sz LHERI S LA, A CRBIFRENC R 5 o A sl L LT
FER, KNOX1 MBIR F-ORBISIE®R » b T —2 PWMEHHZ /e o722 & T, EXETORBNHER SND &
IR, WO FRHE TORIFROEHILIZ D7D o 72 & B 2 DML 2013),

6. #HTFHEMIZH(1+ 5 KNOX2 1EInFDiEE

Knotted-1 &5 F-DHEER kS L LT, 20— 1 773k R ORE 2 7255888 )~ & B S -,
AT OFER, B i) KNOX BB A XN HEAFE D KNOX] s -k & KNOX2 s
WD 2 E R I ERE I TV = (Kerstetter et al. 1994), [fi5 ORNZIE, BIST-OREL/ 4 —
RIMFIPEBURDR BN R EIE DD D, Thbh, THEOH YO KNOXI B s 13ha 1
RO SRR CEICHELT 5 — 77T, KNOX2 BE I3 T-RD b Ofk~ 7ok CHREBLT 5
(Bharathan et al. 1999; Reiser et al. 2000; Sano et al. 2005; Serikawa et al. 1997a), £7=, v B A XX FD
KNOX2 BB FD—2>Tdh% KNAT3 % iRPEELT HRRITBEE 7RIV 4 7R S 720 )3 (Serikawa et al.
1997a; Serikawa et al. 1997b), Z AUISIZHARRD EATHIZR MR & DOIEZ 722818 % 754 KNOX1 s
T-OFSBEIESAZE BARSC KNOX T I EPEBURIIAR & 13RO Ch 5, S HIZEBREOBISR L LT, &
H A XF AT Ofthd> KNOX2 Bn - OMSRE R RYR TH 2 knat7 ZEFRITISUNT ZIREESRBED
T3S ST Y (Zhong et al. 2008), KNOX1 iB{n FHRIZIE T 5 > 1A XF X5 KNATI/BP O
ERAK bp TV 7= U A DMEE X35 D & SHB)Td 5 (Mele et al. 2003), Z AL 5HDHIL 5, KNOX2
A TE KNOX] a1 &38R 0, R RO CEITHEET 2 Z L HEI S Cunens, Z
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A XFAF KNOX2 i#fs 737 v 7 OF% V) O 3HOBMZ FAIT v b B4R & I HIEFREED

FHINA RT3, knat3 knatd knats =TT v A X XF KNOX1 5 14 BRIFEE S W72k

X I ZEENIIAT e F BN A 7R3 (Furumizu et al. 2015; Serikawa et al. 1997a; Truernit et al. 2006), 7,

KNAT3 % BELL &5 1~ &
&b I TH S 25 T
BTSRRI 5 &,
KNOX1 & Die
HERKTH D stm A5
I &Pl o KRB %R
7, KNOX1 #55[K1-&
RG] K A A Ol
G B XY B B RIR
THRILIHES &, KNOXI
DR HETRYAE Bk & FEI
DR ARG Z &
5, KNOX1 #1378
XFEICT 7T 4 N—4
— WG F- & LT
BT 5 EHEHMIND
(Markel et al. 2002; Shani
etal. 2009), —J5, ¥mA
XFRF0 KNAT7 &
T3 a— 9% KNOX2
ZURTEIR) Ty
PR FRF & LT
B ENTBINT
W5 (Lietal 2011; Lietal.
2012), KNOX2 #55[K 1
DE =7y FOFRIERR
E DL 1% DRI H 05
Tho0s, U EOFETE)
b, YA XFTXFD
KNOX1 & & 1 &
KNOX2 Bfn{-1dHh 357
DRT 4 7 F % il
T 545mD K —47 > b
BARF OFBL A P
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g LY

EXY AR

T PeEL S
% RETOYTS L MRS (k2] N
772 FE A e ) *‘Hﬁﬁ{%
& JEST
NG
K,
- 5 KnOX1 4 kNOXT
2 KNOX2 4 KNOX2

WFIEY)
vAA4 X+ X+

i%%ﬁﬁ

®

1BELL
1 KNOX1
1 KNOX2

©

B4 B EE O k& KNOX a1 & BELL i {nFHREDHE L,
R LN T, FBEY T 2 R A, azfie AV ) Hx=
7, W) v A X RT3 KNOX 18151~ & BELL & s 101
Bfav—HEEnEhOsnIER S COBIGF 2 v —HE R L,
KNOX i#{xFIE K, KNOX1 s 1L K1, KNOX2 i#{x¥I% K2, BELL
BIEIE B & LOURLEE, ZNENDOAIEER T, BEURZIRRH],
B A IR, AR 2k OR LT, 7 7 X R EFT A TIL KNOX
KRB E BELL Bk X7 EITEUMR OB, ~T XA ~—
IR LTS bz filiEld %, B b o HBIZ 567> T KNOX
G 71X KNOX1 35 1-Hifk & KNOX2 s - i 2 /il L 7= & HEH
N5, B AV U HF T TiE KNOX] G INAARD 5y S5 Bk A HERr
L, KNOX2 #fa I HRICB W CEMBARAE T v 7T A& ild
%, vuAXFAF O KNOX En X BELL #inf & & b IR
AR OMERF (KNOX1) &b (KNOX2) (ZHRE L, KNOX
R HROBERED NI THHTRBHR N R o 5, Bin FEEIC L -
T TALE BUR A AR 7 ZAEBIRA-ORes L L, 2RI L72 &
M3 ERE ORI DR AIZ 31T HIEHE 2 AT OfENII 3 5 L
7L # % b5, Furumizuetal. 2015 KV k28,

'o 1BELL

1 KNOX

K. Sakakibara and C. Furumizu- 6

BSJ-Review 7:71 (2016)



TEPIRIE R ATRR 7:72 (2016)

VZHIEIS 2 RTREMEA I X 417-(IX 4 ; Furumizu et al. 2015),

SETHEREA TR DA 35U T KNOX T (BB T MEBEOBMES 2T 2 Z L 25k Lens, 2
FH RSB DEEEIEAUCIE KNOX] 5 FAAMLEETH Y, KNOX] s Oz El 34
BEARER T D/ INEORS & H9 & 8 % (Hay and Tsiantis 2006), —J7, < F % % 7 /37T KNOX2 i#fx
T BRI D LEEEOBMES N9 5 Z LD, v aA X7 X F O EEOIRER L &[RRI,
T H R NF OBEEFRICIO T H KNOX2 A 113 KNOX1 A T & SOkt & Fl-42 &
D3RR X407 (Furumizu et al. 2015), ZAVHOFIRNNG, #EHEMICE 2 3kt T KNOX1 8 1k &
KNOX2 #fn f-HiROEREN K & < /b L7z EHEHI S 5, KNOXI B s - & KNOX2 s - O3EHiiE
U E AR D BN b, FEREIR T & UTHEREOE WV HERI SN D 2 E D, B OB A A
T 5V ATERE BB T O TH DX VBN E BB LT 2 & THiEMIZE ST 8B 2 b
Do

F77, WAAEY TO KNOX &fn - HEOHR G DOREREDZA b IFEIRIH & LT, vaAf XF R
FR b= FCRIESNT, HRAF RAA &KL KNOX B4 27378 KNATM <° PTS/TKD1 2355
biLD, ZIHD DNA FEAREAFIZ720 Y KNOX KR4 /37 BT O KNOX $5G K- DOHERE 2 i
AHNCPRE L, KNOX B85 K72 L5 % —5 Y MBS T OFBUHBEOMEIR 7 & L TEH< Lrgsi
TV 5 (Kimura et al. 2008; Magnani and Hake 2008),

1. KNOX JE{nF & BELL B FDEEIFHEFHEY DI TRt _EAKIDEHLIZHTRR L 1=
A XF AT ML 13 D BELL SR 7538 F4L D MERE KR ZS SR DIBAZ T 22T IC &

v, STM 38 {5172 £ O KNOX1 i85 113 PENNYWISE <° POUND-FOOLISH 77 £ @ BELL {5 f-& £ %
\HERET 5 = & AVR S LTV (Byme et al. 2003; Rutjens et al. 2009; Smith and Hake 2003), —75, F&hE
L BURO KRB OFELLCu I ERE R OfFEHTH> 5 KNOX2 3815 11X BELLI, SAWTOOTHI (SAWI),
SAW2 72 £ D BELL {5 1-& & HITHERET D IREMAVRIZ S CTERY, v rA X XF® BELL &5
FIIERED MDD Z & DHER] & 415 (Furumizu et al. 2015), T4 5 DFZEN 5, BELL &5
N TR B & EDO%OBRE LD KNOX s 1 & O AMEH DOMAG DL I E 5 L
7= LEx biLd, KNOX A T-& BELL 5 T-OMAEDOEOLER L LV mERITHME R~ b
—7 OIEFEEAIREIC L, ZORR, ot BSO8R T « 77 L OB L ERRL7-D T
RN EE R BRD,

8. BhYIZ

2014 FEICABISNTZS Y 7 BHHH I VT VIV T 4 T LD ) MERE GO RMTIC XY,
KNOX Bz 11 3e FE O ZER TSI~ C, KNOXT & KNOX2 D5 F-HEIZ /0 h Tz 2
EMBABE 727 (X 2; Hori et al. 2014; Sakakibara 2016), > 27 EHJE CIEHASRITHRE Sh
TELHY, BFHL, BEEEMORFETO KNOXI & KNOX2 Oiftfs 1-Hiik CHlkEEE B & /-
T LTV, faF RO R AR OMNLITHERE T D K D ITR 272 e BA DILD, V¥ ¥ FiE
BB TZIHO KNOX] #sF, KNOX2 A FRNENENED X D TetgeZ > T 57338
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BRIEWE Z A, IIHF, ¥V Z7FEBBEFRYIFeHOE X I Y XE Closterium
peracerosum-strigosum-littorale complex & %77 T Penium margaritaceum \Z33\ N CIEE AR DRSS
RN THE S TE D (Abe et al. 2011; Serensen et al. 2014), 5k, ¥ ¥ V7 E@WETOD
KNOX1/KNOX2 j#{x F-#ife> BELL M T OB 37241 D,

F70, fLED B H KNOX #fs & BELL BB 3 ZF I ZE A0 > T Y (Matsuzaki et al. 2004;
Mukherijee et al. 2009), KNOX-BELL #E Db % 5 T Z AL 5 OFSREARAT & 7o\~ ABIRZE Y,
KNOX J&{5 7% & BELL I FIEDENRZ S DIE - ThD &, TS OB FHRITALEE & ki)
DILEHE COBGFEEIC L > TE U LA S, EIRO B {RFEE & 2 0% O
DIRT 4 7Z R0 R O ETE R OB IC KR E e BA2 52 T2 L B2 bivd,

AFE IR BRI RATEN FEFE L TV Dk & = i, % U TR ORIFZE 2 i TH
I UTEID, MOSFRHZIT 285 THEREDMNTIC AT 72 FERR DR b UT4F, TRIBIICHEA T
WD, VATEPIZ I TUTBUEARR SALTWD/INERD A X 71 2 & /SSelaginella moellendorffii’7" / INT2
T T, DI UHTHLY T —RKIXTTEREDT ) AT HED ST Y (Sessa et al.
2014), VF v — RKI XU T L7a & TRl FHEANAHE R 2 & 23 S 472 (Muthukumar et al. 2013;
Plackett et al. 2014), 51, ¥ ZHW TOTNENDBIGFHEN TOBILFENH LN ERY, Zhb
DIBAR T OMBERRATMED DAL D Z & T, MEE F i) COKNOXE L 11 & BELLIBAR 1R OB A -8
L BRE ML A BRSNS Z L NFREL 72 D725 9, FT, BUFOa S iOTT IV, XA ED
T=3h, BEOe AV Y RIFIINZ, BE=0a7 i ThHsY ) I rOET /b bitE > T
W5 (Szovényi et al. 2015), 4%, Z A5 OFERAC I HBELL/KNOX {1 OFSHECKE HAEY) TRl
B LT LB 2 DIVDHIERE R A A > OfifT 3T e &, KNOXGE{E 115 & UBELLEA TR DIBA 1
& ZUTHE < FTFISIEIESE N E D X 5 1 FRE OB EOATE R O LA © 725 LizOno4
TN DN E TR DTEA D,

EEifE
F—2Z k7 U 7 Monash KXZ® John L. Bowman 12 A DS OF4E7 discussion 2835 L F 97,
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Evolutionary insights into the molecular mechanism of
day-length-dependent transition to reproductive growth in plants
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1. [XLC®IC

TN T, K9 448 7 F AR ke B2 U 7= (Edwards and Kenrick 2015, Rubinstein et al. 2010, Steemans
etal.2009, Wellman et al. 2003), [ ETIE, O, 1R, Hof - W T2MT 5, EEROATEE
ek FEMINY, =5 LIBRBEOEEZ@MUNEI L, BEOALF LA Rt d 57D A 1=
ALEMEEETE, T, KEREDDAE~OIRR (RREAIGH) 202 T) e
9 Z LT, MMOBGEIEI L > TEX OO TEETH D, BEDOHE HEMDZ 1T, FIZHEZBM
T 5 Z & TREMIED X A I U 72RO TS, HEOZENE, IEIEREREOEID D HThik
BIEFIZTHT 5 Z LN TE, ZAUTK ORI DFHEMD ZENTEDLNLTHD, ZOATT=X
LX, WOHILDI2IN TR EI, ZOFIBEIXED L IR DIEST=DEA D hy, AT
13, B EREMOIERRE O TETHHEHEY =71, BRIC K DREMERAD A 1 = X LDFEE)
THET D EEZBND Z EIZHOWTHERT 5,

2. BEIZK HTEFMRHITHD A H =X L

BRI ORRFRERU S, TEFEOECE L TRIE SN D, HRIC X DI A 1 = X A3,
FEHHWW Ch D aA XF XS oo 120 FBIEFARIC L - TRE SEfEstEA TS, v uaAf XF X
T, B OZ A L U CREREL D L vty NEOKNR->TL 5, ZEHEE, £
HO T CENE &7 BN RSN, 1B A IRET DR AR Ol - BN ST,
ZDFE2HDIL, FT, CONSTANS (CO), FLAVIN-BINDING KELCH REPEAT F-BOX1 (FKFI), GIGANTEA
(G)TH D,

WA CIE, #0980 4ERMC, ETHEZRBML, (Va7 GEHEMRELEY) | IZL>TZED
ST FNADMBES I, XA TOMEIAD MG S D &0 D GRS S 4172 (Chailakhyan 1936,
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Garner and Allard 1920, Knott 1934), & 90K il > C, 2D [ U 7| OEENFT X237
HThoHZEPHLNISNT, BRIZRSD L, I5RT CO MNEMEL L FT B{aFO¥E ALt
% (Kobayashi et al. 1999, Kardailsky et al.1999, Suarez-Lopez et al. 2001) , EEDHEE F ORI T <
DITARS T-ED FT & 737 E1, RiliE 218 U CETA S50k ~EI T4 5 (Corbesier et al. 2007, Jaeger
and Wigge 2007, Tamaki et al. 2007), % Z C FT |35 5K FD 72 £ LHGHEA R LM L, 5K+
APETALA1 72 E DB T AR S 5 2 & TN ZHRDOIERZ BRI S5 (Abe etal. 2005, Wigge
etal.,2005, Taoka et al.,2011), L7223 > C, fEHFERRDBHLAIL CO & FT DIFMHIZ L > TkED L2 b,
TlE, HEOZUZED X HIZLT CO & FT #IEHEALT 20724 90y, FalEOME 5, CO &

FT OIEMAITRS: - R OB CLEOMEI 221 TRV, ZOFEIZILFKFL & GI 23HuL)7e
BEZRIZ L CND ZENRHLMNI>TE T2, CO OHEBIIMH Y X 8%~ L, EHOFTIHAYH
\HRBHEMOZBREEN E— 7 2302 5705, ZOFENZRED 555123 FKF1 & GI Té 2 (Sudrez-Lopez et
al. 2001, Imaizumi et al. 2003), FKF1 1%, F-box & KiFh2 E3 2 %F U H—BEAROERKIZBH
HRAALESD, BX NI 0T T V) — ML D RIELS R EO—FETh D

(Nelson et al. 2000, Imaizumi et al. 2003), 7= N AK¥ffliZ LOV (Light, Oxgen, and Voltage sensing) & J (%
NDRAL U ELD, BEME LTI TEY « £/ X7 LAF REIHAREE L TRY, FEtioxt
I 2R A7~ 7 (Nelson et al. 2000, Imaizumi et al. 2003), & 512 C RA#AINZ I X kelch U B — k& JiE
B RAAL v EE D, ZOEy %I L CHEEHNHIE-f- CYCLING DOF FACTOR 1 (CDF1) & fHAAER L,
ZOREMWZHREIL T (Imaizumi etal. 2005), CDF1 X CO B f-DO7 mE—4 —ITfGT 52 &
TEOFRBZNHT HMEE %2 5> (Imaizumi et al. 2005), CDF1 (I3 w4 XF b2l &1 3250
FERZIMFEL, b CO DB > T % (Fomaraetal 2009), —J7, GI [k FAE
WMCOHRF NS5 18K 130 kDa DX > /37 E T % (Fowler et al. 1999, Park et al. 1999), FKF1 &
GlLITHFEND FTLIERY v/ AR EIER L, CDF % /R0 B0 5 2 & T CO DisE%
IEMd 28X % 3> (Sawaetal. 2007, Fornara et al. 2009), FKFI & GI Oigfn- &5 B REEHIH]
S TEY (Fowler etal. 1999, Park et al. 1999, Nelson et al. 2000), & H FCIXFKFI & GI DIEf5 1%
BROE—7 NI HIZ—HT 5, IHIZZDOEEHFOHRITLY FKFI-GLEAEN LV ZElbsnbd, =
5 L= Z EDMFRRCEh< Z & C, A HIZ FKFI-GL EARIZ X D CDF O3 s bt o,
CO DEEEIFMALNEEZ 5 E#E 2 BT D (Sawaetal. 2007), & 512 FKF1 I XERREAEINIC HEIH -
TEV, COFZ U "IEEEFEHAFERAL, COZLE(LIEDH T LML TS (Songetal.
2012), FT OEsH-RAS FKFL1 & GLIC K DAl #5210 D, FTEIR O mE—4—Zi CO &
[FERIZ CDF & 37 Eh3ER L, FKFI-GLEAIRIC L 23R A451F% (Song et al. 2012), F7z, GI
EBIOBEE O EIHIN 1 S FIAAERT 2 Z & T FT OFEHRHICEE D> TA Z & b NC SR
TW% (Sawaand Kay 2011),

3. e & EBRFETDFIENZRE4 S FKFI/ZTL/LKP2 EinF 77 2 ') —

A XFAFNE ZEITLUPE (ZTL), LOV KELCH PROTEIN 2 (LKP2) ™9 220 FKFI fHRIE(&
TOMFEL, INOITEET7 7 IV —%2BL D (X 1), ZTL & LKP2 OFREIL FKF1 & #7p
v, FIHEARFEFOHENZE D> TW\b, ZTL 1, KEIZBW TR U X A0F0RE - Th 5
TIMING OF CAB EXPRESSION 1 (TOC1) & PSEUDO RESPONSE REGULATOR 5 (PRR5) & DR CLOV
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RAAL EILUTHHEERL, 2o a7 a7 7 Y —AMZ L A55#73E < (Mas et al. 2003, Yasuhara et al.
2004, Kiba et al. 2007, Fujiwara et al. 2008, Baudry etal. 2010), —7J7, HHIZIVTIE, ZTLIZFKF 1 &[A]
FRIZLOV RAA &I LT Gl AL, HEIO N TLERS ™I EHERE T %, Gl O
MR Y A L%~ 728, ZTL-Gl EERDOIEITTHRICH - HRMICE— 7 2012 % (Kim et al.
2007), 2D & EHEHIIIZTOC] & PRRS & OFEERIHESINLD 1280, TS0 X LRI T EE L,
BER U X3 K 0 BIRICAIEIND EB 2 505 (Fujiwara etal. 2008), LKP2 [ ZTL & Hb_Tim
A XF AT HER T OIELEDNRD TR =D, ZOERIZT TR UV X AR FER RS0

(Schultz et al. 2001, Baudry etal. 2010), L2>L, WEPSEL IG5 LR U X L0843 L 720, ZTL 7'a
T T CRELSED &zl BRAFTE S 2 D, LKP2 13 ZTL &I RERO S TH0E
HOEEZ BN TS (Schultzet al. 2001, Baudry et al. 2010).,

FKF1 & F 72, 8 BRSO B G- U T D i1 2720 CIEEER U X AITEEDS L DAV,
2t flf] IS FAR Ol 2ol ZE B & LTI T TOC1 & PRRS O43fR7s K 0 58< RS, #EH Y
ALFE Y EHAEET 2 Baudry et al. 2010), L22L, FKFI % ZTL 7 0 &—4 —fHilfll F CRIL S
Tzl BRIZE DR UV XL BFE AT 702 L, BEHERTOSTENCIT 5 FKF1 OfERE
FALZTL « LKP2 & 54725 LB 2 5T % (Baudry etal. 2010),

—J5C, ZTL & LKP2 [ IAESIERIC LB » TN D,z ZR SRS B 5&0F T Cogv e & oA
R, lbp2 EOTHERTIDRERE LD, CODREBUT EFRT 5 (Somers et al. 2004, Takase et al.
2011), UL, fhfl ztl lkp2 —FEZSEER CII Z OXRBAIH S 41, CO DFBLHIMH S5 (Fomara et
al. 2009, Takase etal. 2011), ¥72, ZTL & LKP2 ZZi-CHumiPREl S5 &, CO OB S,
TR IR B 45 Tl & L 725 (Schultz etal. 2001, Somers et al. 2004), = OIGDOFBHDO U &
& LT, FKF1 & ZTL - LKP2 OfaNEDENDZES Hivd, FKF1 13EZ THERET 2 DITxT L,
ZTL & LKP2 [ EISHIIE A5 (Kim et al. 2007, Sawa et al. 2007, Takase et al. 2011, Kim et al. 2013) ,
LOV RAA > %&ETe ZTL # 2737 O N Khaffilix Gl & OFEEHEE 083, Z O 72T A iR EL
IWD L, Gl OJRIENFHE SN, WEHESWRERE &£ 722 (Kimetal. 2013), ZDZ &5 b, FKF1
& ZTL - LKP2 X Gl %7 3] LTRY, ZNONEFITHIET 5272010, BEMIRE o G o
SYFEDNT O ANEETHD EEZBND, ZTL O N RIS OREREEE T, Gl 2SHiE T
FVLEOITLUE S 7201, BND GL O FHIHNBY , £ OG5 FKF1 ORSRED S S 41 TEve
X bEEZLND (Kimetal 2013), FKF1 & ZTL - LKP2 OERFSFIZ W Tt S HEE
SNTEY, SEOBRENF2i15  (to etal. 2012, Suetsugu and Wada 2013) ,

4. FKF1/ZTL/LKP2 DRFKEE 2 2\ BITEFEE =37 O EAREREIZEHh 5
FKFI/ZTL/LKP2 & GLIZ, & HIZfE B O DAAE L COVe 8B 2 bivd, A0
I Bieh VYRR T2/ NEEA X & & X Selaginella moellendorffii Ci%, FKF1/ZTL/LKP2 & GI
DAL 73 ENEN 1 DT DfFET D (Holmetal. 2010, Banks etal. 2011), L)L 274D 9 5,
e A Y TR T Physcomitrella patens Tl, LOV RAA 720 &H DX /X7E L, Fbox
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A MpG! A - — D SMFKF
\ /
AtGI MR MpFKE
1kb
MpFKF 0sZTL1
AtFKF1 -h TazTL
1k AFKF1
B mprkr kelch repeats | .
m.
AtFKF1 kelch repeats | MoFKF1 GmzZTL2
AZTL 2 kelch repeats | FKF19L—FK AZTL
AtLKP2 kelch repeats | Z:;LJL—K: 2
AcFKF1 OsFKF1 AtLKP2

100 aa

TaFKF1

QR ePZ ORRHPL VDRIV NI KRCLIZGVEFRGELLNFRKDGT PLUNKLWIP LIE DI THYIG | A8 | F]

RPRLORRHPL VDIV S = RRGL 236 EFQGEL LNFRKDGTPLVNRL ;L P I {SODE I THIG L PlF SE |
SREP ZIKRRHPLVORITV ST RKC (13| EFOGELLNFRKDGSPLNRLLYIP I{EDDRI THIIIG [ WaF lE )
ORREP AIKRRAPNVDSIE [VATUROCL LG | EFOGEL LNFRKDGSPLNNKL i {iP 1daF D [ THa 1GVEF | D]

[ 1. FKFI/ZTL/LKP2 DIE(ETF - & 27\ BDHEE & Rl

A, =3 rBLOvaA XFRFO GI B IO FKFI AT 7 OBE G BORy 7 ZA3ex vy, [RED
R 7 A IIERIRR I 2 v, X1 Kubota et al. 2014) L V&%, B, T=a/rBLOyueA XFXF0
FKFI/ZTL/LKP2 % > /37 B DkkiE, LOV, LOV KAA >, kelch repeats, kelch U &°— b, C, FKFI/ZTL/LKP2
HUNTED LOV RAA DT 2/ FES, RIUIFECHDOIMAREE LB 2 AT A VM ERT, D,
FKF1/ZTL/LKP2 % > 737 B D548, Mp : == (Marchantia polymorpha), Sm : A X714 &N (Selaginella
moellendorffii), Ac : #~%% (Allium cepa), Os: A% (Onyzasativa), Ta: 2 LFX (Triticum aestivum), Gm : 4
A X (Ghcine max), At: 1A XFRXF (drabidopsis thaliana), Mc : 7 A A7 7k (Nh~v I XTF
Mesembryanthemum crystallinum) , [X|i3 Kubota et al. (2014) J V) &2,

& kelch U B — M &G Bld A ©o % X7 EOBIEHIMHES 2203, FKFI/ZTL/LKP2 OFE
BTAIHE LR, E 72 GI OFRIRRE S T3 R27> Ty (Holm et al. 2010), S 512, AKAEDH
HBNERERE Chlamydomonas reinhardtii & Ostreococcus tauri "Gl FKF1/ZTL/LKP2 * GI OFH[FIE R 713 T
b R TR (Mittag et al. 2005, Matsuo et al. 2008, Corellou etal. 2009), ZDZ LD, HEHRIT
FKF1/ZTL/LKP2 - GI |Z X 2 FREARERHAD A 1 = X AN THEE d ORI S Sz b o L B %
BTV,
EHE == Marchantia polymorpha 132 FAEMIE LD & B Cooils; L 7= a2 r i o —FE T %

(Qiu et al. 2006, Chang and Graham 2011, Wickett et al. 2014) , FolTF = 7 13551857200 K% i <
AL, HHERIE S O & 2Rk, H DOV ORE b A © 726 LT2 A N = A L% W98T % L CTF
Ni=ET /MM E LU CTHER 30T %  (Ishizaki et al. 2016, Berger et al. 2016, Bowman et al. 2007), ¥=
IR BMEDTH Y, FEREOIHTIARR OAETHEHE A TR T 5 2 & THREMES#RAZIT

(Benson-Evans 1961, Benson-Evans 1964) , Z OFEAHA Z | TE R O EICETNEDNE TH S (Chiyoda
et al. 2008, I[N « Al 2012), EHSDIN—T1%, B=27 D5 ) NI FKFI/ZTLLKP2 & GI DOF
[FRE s T ENEN VETOFETHZ L2 /ML, 2 b E2ZEI MpFKF & MpGI &4 f+HT 7

(Kubota etal. 2014), > 114 XFAFD FKFI & Gl D&t & &R T 5 &, 4 harod
FANEN LS —HLTHY, ZBITERIIRFESh TS LB 2 biv/e (X1A), MpFKF I3,
fit> FKF1/ZTL/LKP2 % > 737 & L [Alkk, LOV R A A > «F-box-kelch U °— & &> Tz (X 1B),
FZLOV RAA U CIIBR A OIEFERITNET 2 > AT A VMM STV (%10), SR/t
fENTIZ L% &, MpFKF 131 X 7 & & SOFFRES {(SmFKF) & e bk Ch v, g 14D FKF1,
ZTL/LKP2 D7 L— RxBIIMSZI L CWe (X 1D), 2D Z )b, FKFI/ZTLLKP2 & /37 &l
MpFKF Z1X U &3 2% a/r - U ZREHD b O &AL & L, OB LET el 2o, 8w T EHEDHE,
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2. ¥-d45 b 04 XFXFOEFRE FKFI-GLESADERR
n IR A, 2n 13 2 (A AR,

FKF1 & ZTLLKP2 (ARG S D 2 FEHD 7 TATHEEERIZ 0k L Tno /e b B2 B (Kubota et al.
2014),

=373, EREHITEDIEO FITBNT, & H SR CIIATHRFE A TR L CRcRARRT 573,
B H IR £ FhE Ukt 5, MpFKF & MpGI D&t/ v 7 77 bMRL, EbLbE
A4 CASHRHEDIERRIN A DI T2, N ENOBERBHEA T, BRI TYH,
BT E1FE A TR UREINCASEESE A TR L=, & 512, MpFKF & MpGI %[RRI SRR S
BRRTIE, BROBmRPEHIRL & 13 & A ETR CREIICASEE 2 TER L LTz, £72 MpFKF & MpGI @
L2, D ELRASMOMMITIIAAEHRL 9 22 L HBLMNI/R 572 (Kubota et al.
2014), ZNHDZ LMD, MpFKF & MpGl 13 = 37 O EARGRI VB Th Y, HARE
FERR U CTIRAERICBI< & B2 b, BT E bbb TEXLD E, Z0 MpFKFE-MpGl #HARIZ X
LHHAEA, [ Y ORLEFEERD A = X LDFRTHH L E 2 H5 (Kubota et al. 2014),
MpFKF-MpGI #5123 FHOREARRO A TR 7 2 EHEE L T D00y, HHW0ETaA XX
F ZTL-GI #EED &5 T AR OfilE 2/ U CRRARERE B > T2 DAy, A% OBFED
B REND,

MpFKF & MpGl OEBWEREIC OV T OIS, FEMOAEROEEZE 2 5 ETHRRICE A
TWD, K2R T L1, B=a 7 OAEEEROKE ML, FHEAR0) OBURAHADN 5D 5, AR
FEOF TR L VP AEL, ENNFEEL THRFRE 722705, T ORORRZIT DS 2 A 2n) D H:
RTHY, ZOVA X - fFOM E I hSV, OB Ao -t ROBIRIZ, [ Hibd
DHEALDET I DI UR X2 | TR 5, v A X AT 70 EOHEFHE) ClE, ATEER ORI TR 7R
RNED D, BUBAEIARIT, (ERREOHT RSO LIRD 5 LW S /NS Tk OATHY, =
IUTEHE L & BTk -> T L% 9, FKFI/ZTL/LKP2 & GI (2 X B EMERRM THhN DY, B=
A TSR TH Y, i IR AR TH D (X2), ZoZ i, #EoEfRT, &
SKIIFEMBIARA CHEE L QU R RFRIEI D 2 1 = X208, Ja AR ozl Shi-2 L %
RLTW5 (Kubotaetal. 2014),
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P=I7Tl, LD X5 7225575 MpFKF-MpGI O it T, sRAEE F 79 507125 5 7,
BEODIN—TEDT ) D 8T RS VT M—=AfF#TG, B=T 7213 7e< &b CDF O
BT DMFAET D Z ENHLMNNISINTWD, ZOBEIL L, /v 77V ML ASEEHEDOIAL
IMEESIND Z LD, BEAGHUCEID S Z EAVRENTWD GkILS AAEYFAE 78 [FIRS
2014, JH[N - (LR D RFEFE), FEHEOITINE TS, BRELEZEERVEOTT, BREICED
DT AR A TP T 5 2 & O TEX DA EME A BEEL T % (Yamaoka et al. 2004) , ~ DZEELRED
JFIREE s 2 FET 5 Z & T, B=3 7 OEFEROFA TR T3 SN 720, FO pRARAS
DAF=ZALBED XTI L TE 2Dy, ZOEREOINZ D7D Z EnifFsis,

it
ARG TIRATEEE B OWIIEC DN T, R RF A MPAIIER O AL HYE G- Vv bR
) IKIIERRRMIE &, SCRFEAE - RIPEE & ORI #E 22T D,
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NAC B K FI TR ARG KA HETH 0, FAECMI b, R b L ZIRE 7 EiEIRY WEY)
AFIEFRIZEIG- LTV Z e BTV D, AFE T, #/KHI (water-conducting cell) 73k~
AL —=AA v F LEZ BTN D NACHEGK A VNS 7 7 IV —DRHOFRAE S LI, b LAY
DRT 4 7T O TR R 2R G R A & 2 OIEEHIE A ¥ — 503 8 5 Wo o &E %
B L TEONITHONTELELZV,

1. LI : BKHIEE X

HIERSE |, FEd A3 EBRBEA~OMEH & IS A A LS 7= 2 L0, BIEO R FARERE IS/ N b E
BB Tholo bBZONTNWD, TNE TKFTEDSL LCWehEm sk kb3 51cdh 7=~ T,
ML 2o T BRI ERII S ESEEZONDHD, P THEMFITUHERKOMENKE 72FE 72 o
7o 2 LI EE S 22, BRO VKBRS OBEIGORER & LT, B FRIoK 2 RNEE T2 =
CATRHbE U7, ke & A A o e o 7,

BITEDORE RN &, B 6 7el/kKila 2 112560 72, @K LB RHEIE, Wit b it
MR THLZ EThHD, T, MO NARMIEL V HKOBEEEDRENZ 6B XD Ll
OV IS TH A D (Sperry 2003), BIFOEAKMIEOF TH o & bl LIZEEE X 5D
D3, HERE b OB TH 5, EEMIIIFEROEREZ Li-fla T, EToMiaE >3-
TERHRZTER T2 (K 1a), BB EOEETIE, EToME DR ERICEL (A
Z9) EMHIN D SERITHIREEN 3R SN Te R E R FLINZEE, IKEDRINTHIIETE D L 917 -
TV, ZHUTK LT, R0 ZRE D FE 7@ KMIE & LT 2 OMMGER & FHE 5
fachs (X1b), (GEEITHEREOM TS Y, MlaE LT 2 2 &3/ < BRofin & 85
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BEICEEIL (~E25) LPRER
D RELEIV L, Z DBEfLZ @ b
LOREMRIET 5, AL (i -

%S
o /r
ool TREE

®D
Jor
©%

EHIILES ML LELE 9 | T
Cichan & Taylor 1992) 73, FMAEERIT
1,500 ym
|
\ \ ) &
BREL = MBI TH D T2 ) || LN mEsL

W ((BAFETITE SN 3em 13T A c
DAGE BRI S Ho7vo TV b, a Fi //é
e 200~
EEMILOZ L TR, i
T, AR OBA I KRS :
BRE

EE 4
W, HRERNE WS EAKRR N N ROAR4EEE
ERnD W) KB RERICKD ‘Z

EBZEZX LN TWVWD (Tyree & ‘-\?
Zimmermann 2002), %} L CIEE D ﬁﬁ%%ﬂiﬁﬂ%
AL, IR L ANE R L i

H1. B LEMICA 5L BB KERD 51T
L S SR A Y etk —

TR EARREL = > P& | e st om . (b) BTN LY ENA EEE kAR
LB =%, ROk 7 Ma%s LTWSREEMME, (o) a7 MM ED/\(FaA i,

72 SAHFESHETESRVVEERED Z L TLVlAkSEEL FHIED L0 ) BISEEARZ -
HbOLEBINTEY, TORE, BEMREORAE LTX 05 mm, EEMIEASRN->TT
E D —AROEEORIITHEIZL>TUL 10 m ULRIZET L7 —AbHREINTND (Tyree &
Zimmermann 2002) .

VIEIZINZ T, —80 a7 bidxkiilnz o2 ERme6n TS (Klc), =47 Ok
FRESICRORRVEEELZ L TWDH 2 ENEL, 1) FRFEEENHNR E 2o To LM ET D H
LEA 7L, 2) LIRS NNV Y A 7 DAL ITWD, BHEEET Uy Vv
TRO—EOFERHODITFBHIZL) THY, #HE~ I Mo—fL2) 2REISETNDH, &<
IZ R < FE L TWDIEEICT = i om/Kfila AR (31 FeA REFHIND Z ERH D, %K
FT2) OELLE A TR THAA FrA REMESEABH S (Ligrone et al. 2000, 2012), AL
TenAg FaA FHifaoHA X3, Lo TRES ER->TEY (200~1,500 pm &, 10~25 ym £5)
B A KPR ORI & BREATRNZ E STV 5 (Ligrone et al. 2000) ,

BAZIZ, AHIIRORHM A £ L5 T, MlnBEEioMBEZ Y EiFClEwn, ME T
MNHOEE - EEMRORE E LT, B0 oilaeE (TS 28T 28085 onhs, —
YRR —IRBE (2L & X ITAZ M S D MlEEC, 2 COMPRIRA S > T\D)  LiuiE
ORI RN SN ABUVVEBATH Y, Bru—R, FIZHFT TR ED~I LT —R,
FLTCV = b0 lo_ A AR ~—i3, —IREE & X8 - T BRE 72 mAsiEE L > CER LT
WD, UREBEN TR IR W TR ORI 2 5 S 2 E R TE, Zhu, OB - EE A
2B 2 L0 mWiEAEIEO— R THH EEZ LI TND, xF LT, a7 oi@E/KHlao o
FFEIC Lo TRE B oTERY, BOEMEEL Y & IEEZ §O8545 b bk, B
Ezr785 055 (Ligrone et al. 2000) , 7272 LAREACEEN L = 255128, FIZIZAX IO
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A RuA ROLGAIZIE, ZIRICIEET 2D TIERWO T, ZIREE L JIFER720N T L H s S
NTn% (Ligrone et al. 2002), & HIZFLOTE HFIZH RKERENAH Y, EE NN CIIEEFLITFIE
EHEAG S IXE RS 2 <, SIREBEOILEDRE SN D Z & TSNS, — T, asimo
HrLEAGHIIE O FLITFEE S 22 DOl & LT % (Ligrone et al. 2000; Tyree & Zimmermann
2002), 2 7 HEM) ORI OGAITIL, FRIZ L DN == 3 UAMBIANW 2O — RIS 27208,
D7 &b HIRBEEARIZ DU TIIHER AR Okl & DFRER B2V E 5 Th D,

ZD X, BUTHE LR OEKHMII TH DA KA R, fGEEM, EEMREE, Wi
WK & D HEREEE R © O b OO, Mk, FAFMICIE S £ & F Al S SOMHE R TFET D,
NN RZ L TEIIZ ED XS ITEENTE DN, 6 ORISR Z2 D7), AR
RO, IZONWTHE, TRETEL DFERBH Y, WEZIZRENR DN TWRWEIETIES 5723,
Bolf, EHRBEO—HOWEN D, T 9 LI 27/ % & 72 & s R3S 5T
X7, ARaTIE, LA, EEEOIFERE 2 TSRS b D43 - ERERE D% B A/ Lo
D, BRI DOBEAIZ DN TELET D,

2. EKHEBSEDIRAI—XLYF WS 773 1)—

A MBI BT 2 0 T OMFZEI, EIGEEMIAE ¥ —7 >y hE L TUThbCE T, 1
AEWPFRIRRIE O 2 B - D0, & ¥ 7 =T TIERRIRLH & O R VT ERINC X 2 1
IREE R~ DM UIRFE R TH Y, ZDRIT I > T OEE NS BIEE S T- O [R) E=0R
REAEAT 3N Tio417~ (Fukuda & Komamine 1980; Demura et al. 2002 75 &, 26l Fukuda 1996 <° Turner
et al. 2007 DFRFLE L DOHIIGI DN TN L ESI), £, P uAf XTFTAFRORT T LnolE
T VAEY) O TR 7 SEERERBEHEA G L0 o T, TEE MR M b IRBE AL & 8Hh L 7 KB R 7 > 2
I VT =T — X BER

L, s EROIEFEIT a g e —
~ A NsT2
Divlc (B 21X Sterkey et al. <V > ’ [jowe %
2004; Turner & Somerville TNGE 'é\
> 771 BRN2 \\\,
1997 72 &, ZEMI T Nakano et T
BRN1
al. 2015 73 E OGS Z D
VND5
HFUZF [TV A R E & T g4 N
. VND3 AtVND6 __AtVND7

oz L), VND2 yyp, VN3 BEFBIE

Z 9 L7z, 2005 4E, v VND6 VNDS L—F
0 A X AL AR
\ R B2, EEMMES DT RE—HEAAYF . UND BEFI73U—
BlE UToEE s bihg (a) YAARFRFI=HFHVNDT7SY—EZ D kB S OB ONLEIZESH

L= . F R, (b) PAARFXFAVNDEE L UAVND7EIEZF D BEIFEIZL-T,

REMNE N T AT YT INTNBEERDEESAT RER-REIAT) BLURERDEESAT (5

— ) AT ARZREEZAT) DEEHINERTNIZEEIN S, (Kubo et al., Gene Dev 19,
AT L 2T, 7 2 1855-1860, 20054 1)

DBAR TP DR S D

NAC 855K+~ 7 2 U —, VND (VASCULAR-RELATED NAC-DOMAIN) En17 7 2 U —NFAE S

717= (Kubo et al. 2005; X 2a),

FEHIZR VND AR TREREANT OFRESL, VND 7 7 R U —NTH &< I

VND6 & VND7 23, Z3LEiL, MERD “IREER & DB AREER & B AMRO “IREER HOJFA
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ANEEE OMbEHET 2~ A% =2, v F FEERF) & LTEWTWD Z LR LN E o7

(Kubo et al. 2005; Yamaguchi et al. 2008; [X|2b), VND 7 7 X U —ODREDOHEN SV LiEN T, 18
BN & RIRRIZ TERUE 70 M HAIE DAV ARE MR (V 7 =2 &5 de “URABRORE 258 3 S 2
fa 2 REHIRE & FESY) T do D AREIRHEMAL D/ bl D~ A % —Z A4 v F L LT, VND 77 I U —
DIFIREILFEEZ BT D NST1 (NAC SECONDARY WALL THICKENING PROMOTING FACTOR1)
B L TYNST3/SNDI (SECONDARY WALL-ASSOCIATED NAC DOMAIN PROTEIN1) 73[FE &7

(Zhong et al. 2006; Mitsuda et al. 2007; [X| 2a), A AT 2B IR & AHEMALI I F S A A~
ADRER ZAERLS DARE A A~ ADFEHAGH TH L Z L7725, VND BELUNST/SND 7 7 2
U= Z b OMIEDMEAA v F & UTRE Sz 2 &g, FEREIC IS HMIC S EER R AL T

gAlcucz b7,
vmAXFXFTIE, VND B LW
L loc 0st2g41680
poIPY153 NST/SND 7 7 3 U — Ok E T & LC,
[y -—PPVNS7 = o .
- gE\J:gl % 512320 NAC IRERF-NHFELTWD,
B rvnes 2 B2 212, 245 SMB (SOMBRERO),
- PPVNS3 =%
L, By L BRN1 (BEARSKINI) X U'BRN2 I3, v
" Sm899ss
— [Smens " A RF AT OGO 53, « B il L
She TWAHZ EAREz (Willemsen et al. 2008;
AtVND2
Al B Bennett et al. 2010; [X| 2a), = 512 SMB, BRN1
L] ~—LOC_0s03g03540 - .
s L0 BRN? BT OMEREFEHIE, VND <
AVND? " NST/SND 7 7 X U — D35 T4 mREIRE L
OSSWN3
2 I Nt i) v Y
e 2 Tty L RRRIS, TEE AR —IRBEDLE O
Pa_comp8376_c0_seq8 - N
e RBFE LS SR T b7
AtVND4 4
&l /;Emggs (Bennett et al. 2010) . LA EOFEEIL, VND,
| Ryt NST/SND, SMB 7 /L— 73572 % NAC H55
¥_ptvNS06
747 7 TS LT, A () A
OsSW e N N
ssrv D53 % T HWHERI 72 RE N 2 L T
onses WHZLERLTWD, bbb, Ml
PtVNS10 N
o S DFENEBEE T Z OH 7 7 )—F DO IL@H AL
ossne = L72% NAC & 230 BB RIS LA
gﬁh;gsgpomo MR L CEY , D14, b T ez
PtVNS13 N . i
L S | fit->T VND, NST/SND, SMB % 7 /L —7"?
now 8 HRED LA Z o 7= LR TE B, 29 Li-
AtBRN2
‘ §2V1'§§l§1poo1o ﬁj\%%%ﬁlé@ﬁ@‘lﬁﬁ3 5 . %%7%_ 15 ﬂj:, Z @‘H‘
PgNAC4 e i
. .| 7 7 /—7% VNS (VND, NST/SND,
B3, B EHEYIEH 1T BVYNSHL /OB D5 F Reifitst R .
At, Arabidopsis thaliana; Mpo, Marchantia polymorpha; SMB-related protein) Tr7IV—CMESZ LA
Os, Oryza sativa; Pa, Picea abies; Pg, Picea glauca;
Pp, Physcomitrella patens; Pt/Potri, Populus trichocarpa; HE L T35 (Ohtani et al. 2011; Xu et al.
Sm, Selaginella moellendorffii

2014; Nakano et al. 2015) . X 312i%, 7/ A
FRBEDT IO T EEMFRIZIS T D VNS & L /X7 B D5 5Rifiihii 277 LT= (Nakano et al. 2015) .
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VNS & /37 13k FRE A BRAFENTE Y, 2l - XD VNS & 237 8 L OB
7 EINDE 2T, ML ERINHIEL L 72 VNS Z X7 1, VND % A 12O ERY 2 R > T
T2 ERHERISID, FTz, BUEE TIZFT/ ABFIDMEHE S VTV D FHEMIZIE, NST/SND 7 /1
— 7@ 5 VNS EFE L TU72uy (Nakano et al. 2015) , #¢HEWHEF A NST/SND 4% A 70
VNS A1 D3 L7270, & 5 WITRFAEY) FHE T NST/SND & A 70 VNS Bis+1 53 K% LT=D
D>, SHOFTEENT AL TH DN, L EOFRIIMGERE L EEMROENE S 2 5 LT BRE
WETH D,
2010 ARG, EER O

T N—TIZ L > TVND6 BLT LARETE ’ANACO75H GATA5 H GATA12 ‘
VND7, SNDI/NST3 D44 L2 | mev | sno2 |
2 =7y MBI &0 O
IZ X7~ (Ohashi-Ito et al. 2010; VNI2 ?_|y VI:IDQ7 \%N—SODVX’;?—Z'f oF
Zhong et al. 2010; Yamaguchi et al. Ve 1,
2011), ZHHDOHZEIZ X - T, AsL11/ | [ AsL1g/ 4/ v
LBD15 || LBD30
VNS Z 7B J» T REE AsL20 vvBas!MyBs3 ﬁﬁgﬁxfs—x«r‘ﬁ
TR SEL 2 B o 2 TG 128
ELEEAICIE D FE BRI 2 52 1) C v
W5 LA, MYB % HU0IC% Doneream e e
< DEEFREFY VNS O Fifi T H_ Lk

HREL TV B Z LRS-,
BHEZZLNTND, aA X
FAFICB T B EEHROEEES EEMBESE

HEE Y hU—7 =T L &2[X 4 H4. 04X FXF (B3 EEMBOEEH MRV T—SETIL
R LT, A XFXF, RS [E— DT RI—RAYFVYNS—E = DT REI—ZAA Yy FMYB——EEMIA Mt 1D

Secondary Cell Wall | | Programmed cell death

B DNTIE, D EYE THEKBRS L DESHI#HITRE—LELTRE

G, a—NhY, AR, TIXRRT ShTWAEER DN,

FA/FNET YAy = S N

ER AL EET AR AHEY D VNS BAG T ORRERIT NG, 2 b O TIEBIHB EN [H—0
VAB—AA v F VNS—FH D~V AL —AAL v T MYB—EEMIZME] OWNBARFESNTND
ZEDNGINoTEY, A LB IETHEIICR L, 208y E s ORI = T A
F—LERRTILENTEEI THD, EHITTaAXFTAFTHIZENE, VNS O Lif « Fifte bic
% < OEEERTHEEL, TNWHEEERTPEEE L~L « X X7 B L~V THEHHCHAER L
235, W7 RINE L OHIENIHEEE L T D Z &30 555 5 (Yamaguchi & Demura 2010;
Nakano et al. 2015; Taylor-Teeples et al. 2015), ML ISEANETH 0, ML & HFEEHEA T
LE 9 LHEEMEE 2D Z LITHERR, 2072, 53bd~ A X —A A »F VNS OFFEMEZ il
T4 1= DI ORERR T A T = R LRFEEL TWDEDNE LIV,

3. EAXYYAHRITHS NS EEBiTHh oMo &
T, M3DOHFRFMBTT LIBY, VNS 77 I U —BEHIFIERN 720 i L Shd oy

M. Ohtani & T. Demura-5

BSJ-Review 7:91 (2016)



TR AR ETRR 7:92 (2016)

)7 ) DICHIFEL T D, &2 CTHEE DIX, VNS HEEICRET 28R 255720, 5
NaATKEY) CThHDH e AV TR A% (Physcomitrella patens) % HAEFE LTI 217> TE 72, B A
YU HRD ) ML 8 DD VNS Ein+ (PpVNSI~PpVNSS) MFEL TR, 1Rttt
O, THDIXI YR TN LT L7 2 E2VREN TS (Xu et al. 2014; [X]3),
FEEURHT ORGSR, PpVNS B FIFIEOH RO LERR &, WAKMIL TH DA R A R)3ME
ETHEOTERELTCWDZERHLMNEoT, 2D 5L, BEOHRN TR IEH TS PpVNSI,
PpVNS6, PpVNS7 (283 2% = HZ8 B4R ppvnsl ppvns6 ppvns7 wAERLLT= & 2 A, Z O RIKTIEmAK
HlTH DA RaAf ROERPAEIIRD L, ET-FDTOIINA KA K&l UKok
DEEZ R RDZ EnmnroTz (Kb5a), 62, XTRILT D PpUNS4d DEFARTIE, XD A
RuA RAKRKL, ZENEBOEKEENMTITR2ITEDN TV (5b), Ziuh DO RIKRE i
S (REXHEE 75%) 1CE< &, BARNCHASTRVWEETENRTLE Y (K5), 26D &h
o, PpVNS 73247 OiAKMIERICVEDBIE T THhDH I &, ILIZEXIFE A FaA Rk XY
U327 OENEKIZBWTEETHD Z LD, F10 TERINIZHALNZ/ -7 (Xuetal. 2014),

ppvns1/6/7 ,U\J:@i‘ﬂﬁﬂi, =
< W O fe il H i tH

EREHTO EREHTO
TORT A ORT T DB T, BEIZ

VNS 237K A A 4y

L DHIEIKF & L
EehRED

g@mﬁ%@(?) R £ & ﬁﬁﬁ?@(h) s TOHREZH LT
4 ) n & "

- AP é’%? : W Z L EIRIB L
5. EAYYF T ppvns EREDRRE TG, BN

(b) ppvnSZERIKDHETF . £ RIZTEHBAM (NAROAE ) ARET 5. BEAVY H R
(Xu et al., Science 343, 1505-1508, 2014 &Y)

Jr PN G R B
L, &BENGRT 0T MIENFESND Xuetal.2014), DV, a7l VNS B - DF
—FMR D THEREIL Y 1 7T ARSERERE CTH D LIRT 2 Z LN TE X5, BIfEORE Hin
OB I AT 2 THAMIATH D Z L E/ALETEXTH, VNS 77 2 U —#a ik
DUEEI, FVIEABSIED 72D 7 1 7T MEAE & M b7 v 7T MTHAGAT RIS o 72D
NH LIV, E£72, SRR S E LT, FiRD ppyns BFAKTIX, BEOHFINGFET D AT
T A Nl GHIFEEASIEE L, #8B SCFRFICHRET 2 L B2 BTV % a7 OFRI) OAEaBEE
JEDFEAT D (ppvnsl ppvns6 ppvns7 ;X 5a) , &HDWIE, TR T > MEIBIZIE DL D is05H e (Gl
RBEDSPNANC ZEH 92 & & CHIRUR RS 2 Bk S8, MR OmEIREE21T ) EE 2 BTV 51
f&) OENEEZ/2D (pponsd) T & brSiviz Xuetal.2014), A7 71 RHlldd 7 A7
7 — A b AFEEE D K & 72BN = HHIi TH D Z & 0vD, PpVNS (i 7' v 7T AL ERE
\INZ CRIBBHEAGHIERE 138 D £ B X bV, AV U TR I OREIZIFINA FaA RIIE
BE(L L7\, a7 i) CHREZ K> TIEWEEE & o> 7o 1 Ru A Rl 3EGL5  (Ligrone et
al.2000), 2D Z L EEZ D &, JFRAIE LR O M ) BOOERE, 7 b b a ) & HEE sl
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WD @A OBEETIE, VNS 7 7 X U —8B5 137 v 7T AHIRSEHERE /2N 2 CHi
R BEEARHIENE M 2 PR L QU2 ATREMEAS @, B AHIIRIZIZE W BRIER D 728, K0 B
RBZED HT-OITIET O LIZENTIEEO & 2 KR EMIREE 2 E 0 T ERH 5 L) &
T, v 77 LMastahE & MIBEE AR & HIZ VNS &) v AF—AA y%@TV;ILTﬂ%IJ
SN DAAADEN L TEIDIFTHETELHETH A D, LD AV Y TRrAS PpVNS D
AT D, VNS (2 L A 1B b B TORE EEM DB Z L 2 TUIHBETHA =X LTH D
ZEDBHABMNE o Xuetal. 2014), ZAUE, ZvE THALAY R BRI R TH o - a i)
DA FaA K&, MEE R OEEMIRS, & bICRL7 7 ) —BRBTrofzicloTELR
TWD Z & 2R T EHER A L e o T,

4. BKMBELEICE TSNS 2ER LT IEEHERF—LOER
PpVNS BI5 1% v A X7 X/ CilRFPEBL S & 5 & BATHEE MR b5 Sk Z Sivd Xuet
al.2014) Z LD BB K 91T, VNS H & OEEARR 0GR F-HERE IR FRED D272 ) BB
PECHENZL S THR Y, LI, VNS 13 i fe T & A LI B L 7o el 2> CT& 72 2
EPG SN D, HiZ TR L@y, g i, EEMiasbo a TIREHIE A F—2 L
LT, [H—DvAZ—ZA vF VNS D~ AZ—AA v F MYB—BE IS O
FLH &3 CE 72 (Yamaguchi & Demura 2010; HiAT « K4 2015; Nakano et al. 2015),, BHBRZENZ &2,
B AU AR A PpVNS7 SHEHRRREEEIRFD kT 2 A7 U 7 b — AT ORER, > a A XF X
VNS O Fiit@infDrtTn 7 L&z bNDBIGFDEL N, B AV TR TH PpVNS O i
ICFELTND Z ERENTE Xu et al. 2014), PpVNS Pt CRIFSIL TV v rA XFRXF5E
BRI EE G ORETr VB E LU, O AX—Af v F LEZLNTNWD
MYB §EBRKFORERZ, 77T ML 5 AT A 7 a7 7 —EE{sF XCP1 DR
oy, B L OHIEEE S EERR S Th D n— A SKEESEEE T CTh D CesA ORER S, 7
= /N7 asn ) A REBEREEEREE TR ENE ENTW5, T70bh, VNS BIRO S 1-H4EE
72 5T, VNSHMYB & W\ o 7oz i, @&/l E TR 545 VNS | oté%ﬁfﬁ%lhfﬂ?we»—
DDORENIRHEICDS, 2 FEl) &S Y O ol 3l e O S CREICHNZ STV e & B2 D
o,

BRI, AL & S B AT

SIS R THIFEITRBHITH o712, &0
DYy, Bl 2T = o FEY AR EE T HEE X

B WK ZEEEE Lo JTHEY
HHEY) “IRBEIZ L GEND T = ) — )b Rk kE L AE )
PR ~—THor ) V= FEFENTH

TEtEY

RE L (RTIRLI-IRIR)

B FEIZ LTk V= uoRgorimy | A I Kep GREBE)
Bl 7 2 VIBEEDLZ L, 7 =
:/*—/VTM@ IRBEICERE L TWAHZ &
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