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Abstract. The moss, Physcomitrella patens subsp. patens has been used as an excellent model to study

molecular mechanisms of development regulated by plant hormones for the following reasons.

(1) The same

kinds of plant hormones found in higher plants, such as auxin and cytokinin, also have distinct effects on the
moss development, (2) the developmental processes caused by the plant hormones can be easily observed at the
cellular level, and (3) the techniques for genetics and molecular biology including the gene targeting technique
are well established. In this review, we summarize previous physiological and molecular biological studies
on plant hormones in P. patens, and introduce the gene tagging and gene/enhancer trap systems we recently
established. Comparisons of developmental mechanisms between the moss and other plants will give

evolutionary insights in the future.

1, BL#&HIC

Y RE L HYICE > CTEESNBERET
HEYMOEBEHRKREAH T 2HWETH 5. HEHKLEY
ELTZNETREBHAIESNTWADIR, A—F >,
YA A=y, IRVY Y, P77V 25V
V. 7oy ATu4 Fo6EBEOESFLEMTH
5. INbDIB, BitA—Fv YL b=y
i B SEYELE L E LTED SN, e
PRI E Vo L HEISBET L T ETRAR Y
BRCEETL 8o Twa. ik E I
Bb 32 ARRL, ChE CCECHESHEPIzOL
TITbhTEY, HYELELDESH. ¥ 7 F1VE
Eh EOERBMBSHESMck D D05 D —FH, 2
TR, BEEY L AL ED RV BEEL.
ZOEBEMRREFH S5 L B8bhroTw 3. #ic
F—F ¥4 bAA4 =i U EREEHEBRIC

B THilBDbicBis L. BEREOHERRICERE
REGHEE) Z L ps, S EEMBICLE
MEBITbT& (BBLL LT Schumaker &
Dietrich 1997, 1998). & Db}, £ AV Y F 2T (F
#7) Physcomitrella pantes subsp. patens (b 37 % >~
o 4 &l Funariaceae) i3, S FEFORBITICE
Fliga=— 7 RWHEEZFEOI L SEEMEEHUT
W3 (¥t E LT Coveetal. 1997, Reski 1998).

B2 eXAV IRy ERHOTHEIRI VES %
MRTIEBELARKEL 22HDLEZI TS, —Did,
EAY YA RT T & TR LEYCEEN L RV E
VEER, FABEHEL,ICT B LICERTE S
PHLALHEWVS I ETHS. XYY FTTIL,
BEFEWC AR THRHE BB TH D, flRV~ALTH
NE VORI EEIFCEZ 213 AV v b 2o
TWw3, £, FkFEeERGF TR AERL Y
HBRZ->TEY, MfEs3: CEMOEFCEHERE
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L. s e BETHFHED CIRERHEBETE R
Mo ERERGEHBTE LI LIV, ZLT,
FORRMMETF BB CENESBETFI— T4V 7
i ¥ OEM Ao CGREFREOBITMSITZ 2133 T
3. bI—DODTHEW. EXVIFRTr L, B
MBHEA TV 2 THEPO RN ERBM L LT 3
ZEiky, BEEPOSLE BT AL ECD
bYW THRTEL I L THS. ARV EY
13 IO BRI BRI Rl 2 LTn5.
M- T, BRLHPOBEBHELA A= XL EHLPIT
3 TR L T OERBROEL2BET s &
WHBERARTH 5.

AT, XV DAL OBAE L BT i
RVEY, BlCA—F ¥y 94 b4 =il
{E~DIERBMIc >V T Lo . HFEWF
HFEk L DB S BEOME R, BEMUPIRE TR
DA TVAHECOVTHENT 3.

2. b XYY H T4 (Physcomitrella patens
subsp. patens) {Z2WT

G—oy X EfOICERMEELTERLTNS
Physcomitrella patens (Hedw.) Bruch & Schimp.
subsp. patens Tan &, Jek. FEED Gransden Wood,
Huntingdonshire TI19624FICHE S h - FEHKk %
H.L.K. Whitehouse i 233538 LI b D TH B

(Ashton & Cove 1977). % ® Engel (1968) 24 -
TUETFHRORHESEETM I, ThAPSREMRS
DWRETHC SN TS,

AZwcizd=t Y Y 44 T4 Physcomitrella patens
(Hedw.) Bruch & Schimp. subsp. californica (Crum &
Anderson) Tan 4234 L T8 Y (Iwatsuki 1956, Tan
1979), ZDEFEFR IOV TOFERLITHOA TV 3

(Une & Tateishi 1996). L#:L. #¢3E, Physcomitrella
patens subsp. patens IZIZHIBAB LM -72DT, 22
TITeEAYYFITT] LS MEERBLIWL.

3. EAVUHRIrOFE

EAVYF AT, KESHEI Y A— b BN
SVLHERESERTHY, . EREHFTTOH
REALTATRETZ ORI IR A Th B L)
B e oTWwa, LAV Y ATy OfaEi
n=27 THD (Reski et al. 1994), %'/ L% 14 X3

480Mb :#E & h (Reski 1998), EER#HHEI L LTH
LSRN TWAEEEDOPRTRIDY / LA X %D
2y o4 X+ X+ (Arabidopsis thaliana) DO 3 &
BETHIEHEIZLNTVLS.

% fo, R, SETFHARLREL S . S RBETF
FYA L HHERE 2 HBENES RO LK
72 - 1= (Schaefer et al. 1991, Sawahel et al. 1992, Cho
et al. 1999). & 51T, B, £ AV Y AT Y
TREFHCEWEE CHERBRZ 2R 27 2 L29R
S, EAV VA ATy BREF IS T4 7kE
R BT EERITIOE L R 2> TWwab 2
E b bh o T &7 (Kammerer & Cove 1996, Schaefer
& Zryd 1997).

4, BREHTICBUREAV)HRISOEELRLE
BE

EXVYH AT T BREFCLD—EDORME
BHIBEIT S C EHHRETH D, MRS CHARE L FEIER
BBRIE5DT, ZOBENBESTHS. F0Id,
t a v # > I% (Funaria hygrometrica), ¥/ v x
/7% T4 (Ceratodon purpureus) & & b2, Ff®
oL - HMeOWMEMEE LTLSHwshTE R
HlicexY I X377y DEFELOMEE 2R T
(Ashton et al. 1979b, McClelland 1987). £ XV
A AT E. RIFHSRFET 5 LI —Fi i A 2R
14 (protonema) 2K ¥ 5. Fptdid. FRiELR
O THEHHIR (apical cell) & Fevmfif 2> & HCHIFEREAR
DHfEHBFZL, Fil: L TR 2R T 5. Tk
Wi, —&X 7 o i< (primary chloronema), —X
2 oo 2~ (secondary chloronema), A v o 3=
(caulonema) &FEEh 3 3 DORMBIEET 5. KT
FERORAIOHMBAE T, —K 7 oo i< [Hi
3 (primary chloronemal apical cell) & —X 7 oo %
= KIESHHIRE (primary chloronemal subapical cell)
BWEREN S, —K27 oo < lHEEAE. Mo
EHOET X D EBRKICESILAc—K 2 oo 2
v RERAREERTS (1 a, b). —XZoox
< RIEMwMAR I, BXR —XK7 oo 3 < AR
(primary chloronemal side branch initial cell) % #5
L, ZOfifan—Rk7 oo ~EEldE—KR7 oo
Fe REHARC AT S, Lo T3 —R7
coax~HEMRG »vor~HEMRE
(caulonemal apical cell) ~: %33 (K1 o).
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—X7auFvifllgid, filapnci R eiERE e
FITFE L, BT 2HIRE L 2T S HIRuRE (fRbE

septum) #HifE o Edhicnt L TEEICERT 5. —
J, Avodwfiigid, 7 oo efilgrsaibL T
T & 5l . $HEEE O ERE MR £ 6 0 FF
b, BEEZHIRORECH L TR ICERT 2. » ¥
w3, — K7 ooawHlaERIC L S Ny —
YTHEL T, Ay o v RKEGHE» S, &
O 37 {IEHS IR (caulonemal side branch initial
cell) BBK a2 (1d). # 7 o3 < EEHEH
M2, 85-90%»3 "%k 7 v v A < THiEHIE (secondary
chloronemal apical cell), 5-6%#3A 7 03~ G

()50 25 (archegonia)
1EFEE% (antheridia)

#Ef2 (chloronemal cells)

ik, E2D O0# %533 (bud) & FREA S MR (B 1e)
Wi Hd Ao EGEHMRO £ £R4E8EE -
TL & 9. Frilldg o shich 7o i < {IELEFEH
B, EE, MAEL < SR UEEFE2EKT 5 (M
2). & FHIEALC BE S &, SEEIIC R A0E L,
SeinlE MR OB ESE L L5 (2-1). 2L T,
fAme et Uit AR os3T, s A2
WA THTEHINE (gametophore shoot apical cell)
LI E AR AR B S h s (2-2). K
TEEGH 2 DR L, RO 1D AR A,
b 1D FEMAHIE £ 22 2 ([2-4). BEGCEEIRT, 3
FARMEEEIc AR VEL, B EEERT 5.

(d)h 2 O3 < flEbaRAR
(caulonemal
side branch initial cell)

1. Bt FIc B0 5 & AY ) F 707 O4EER - IBIERR.
@M. ()7 a3 vl ()4 ¥ a3 <l @7 aF < IR () (OZEE @S sk o

NS RO RTINS 5. (WIS

@D A7 —nAE30 gme M EE)EEDA 7 —A 12100 me () & (e)D A 7 —n x50 um, (D A 7 — 42500 um, (h)D A

=200 mmAE g,
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BEWRBFEFICH D 5o, BEL TV 2 EEEGE,
R, ZEREGENED LS B> THREO0
EMRTHILRLD, EVOFELKBRBETHS
ESRSBAG. B TOVEBRBEEAO XO1E
shahd LR EEEROERICHEY. B K
R (rhizoid) FIEMMT LR S . HET 2. &7,
OHERBRT FEOMNTRCSMABUEOMKE
(mucilage hair) B3 2 1L 5. Bid, PRS2
T—Roflarsky, EZodhicik, HEERIEREN
5. W, FOoRME HTEEREL LB TERT S, 15
BETHBET L EE4H0XEH EMHF
(archegonium) & %% 3 88 (antheridium) % B L
(X 1g), %K%, KT (sporophyte) HIFEREM E
R ans (®1h). M EOREER I HPKRL
2, KBRS K BEZEOREERIT .

1)

3)

(2% L)

~—

2. FOYIARE. (D v a2 < JIBARARES, AL B
5. QERAZRFEHAM (a) & KRR
(b)) B E N3, QERGERERME (ar)
BH: 2 EATIRARE (a) & XTHME b)) 291
iy, WXRTRAR (b)) BHRL. RFIHR
(c) EFEMME ) L%5.

5. eXVHRITIZEENZIF—F2 YA H
hAa=>

e HICLBTHBELEC I DA —F v ¥ A
PAAZUBEET S A—F Vi REROTEL
EMBHONTWBEH, 4>~ F—-3-FE (IAA)
RETEDCBL TR LEBNLERRA - TH
3 (RSB LT, /NE 1998). EXVUF AT T,

IAABSEIEE N THED, EEATOEFELL —F >
TH3LHEZ2 5N Twa (Ashton et al. 1985, Bhatla
& Dhingra-Babbar 1990).

BFHEPTR, A—F Y EARRELT, MY TS
M7 EREHABLTANY ST oBBBRENY TS
b7y E2BALEVIENY I 7 7 VEEOSEET
L (BBEELT, /Mg 1998). MU M7 7 VR
B AYF—AT7E b7 IFER AV F—1-3-En
EUBER, A F—n-3-T2 7T FER, b
DY IR FLTAYF=7TE =P IR
BO 4 >OBEBHIONT WS, bavyrI7Tid
P T RO BA Y E—AT M7 IR
BELUA Y F—N-3-ELEVBEROATFET S
I EBHEEN TS (Lehnert & Bopp 1983). # -
T 2 VETRA —F ¥ v EERERS—I8 T
MERLKH-TWBEITHS.

AL P A4=VIZD20TH, F—F vV EEBRICE
ROBEBLEUBASATWS. XV YTRATYD
FHEEYA P AA =V RAYRYTFATT=2 (P)
TH 3 (Wang et al. 1980, 1981a, Perry & Cove 1986,
Reutter et al. 1998). —F. BT BV THRLS
BRizgEhTwudyf A4 =viBt-¥7F> (t-
Zeatin) T, EXV YA AT T LIZRR->TWS,

YA b= DERFBICIE (RNADLSELZE
BEFRCERENIBRBD2O8H Y, #HTFHEYT
BREEVETHS (BHLLT £F 1998). XV
VHFRATr DY 4 b A4 = DEERRIE HTFHED
Rt Fil CARENIBHEBPETHS LIEESRT
VW% (Wang et al. 1981b).

EAVYAZTrDOYA A4 =RECBED 5
BEFELT, 77/ vy Fr—Yilifz Tl s ni
(Von Schwartzenberg et al. 1998). 77/ ¥ ¥
F—¥iL TF/ oY U BEEBLTT T /vy
— ) YEBR(AMP) 24T 28R THS. pvoRrT
Mg 77 /vy Fr—YEESREBENE Z &,
AR HRCERYAERIA VYRYTFZAT T/
PUuB) VBLENTA YRV F AT T/ r—Y
VB B EMBbd o T3 (Von Schwartzenberg
et al, 1998).

6. F—FUBIUVYA A HFMIZL DL
DEEM

EAVYHARAT A —F Vv ELBYA VA=
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YERBEMUEMTERT L, ThZhORLVEY
CRRNZHRCESO ML SRS BT 2
L8 T&% (Ashtonet al. 1979b, McClelland 1987).

A—F e LTH7 5V UBRE (NAA) it
WL 72384, 500 nM BEOBE,rS 700~
MROSS - HELSAZSNED, $/-7uoi </
fat s voir~viifdicBREENERENS. HiNE
BEA225-50 uM DIBE, 7oaR<HRBIVL Y
o A < ISR, BEAYY Yok ~iifa~t
SMET 5. HINEBEH12.5-50 «M EEL{RBIIOh
T EBESEBEESERENZEZD, B RWER
OREBRE U EEEEEERT LI585, 2k
D S, BREEEHCHHR /- L & L D BRORR
wREhs.

YA MhHA=rdh v oRHSRREE» 5FE
# W F 2 W R & Tortella caespitosa (Gorton &
Eakin 1957), £t a ¥ > 7% (Brandes & Kende
1968) R ETH pOBEIhERENTEL. X
VOFRITT T Y4 VA A =V THBERVYILT
$ /7Y (BAP) ZHStucdimy 3 &, 5 uM B
LOBRETH Y 0 XA BREMARESIE LA EEAE
FHINB, L2L, FEAINVARELDIEE X
NS0 R-F (RAdN

7. HMESHTEIF—FLoBLUYS bHI=>D
TERBE

EEGEHROMEC BT 24 —F> B UV A b
HA = DR E TS b, EE Leeds K%
® Cove b, HERNKEZ A —FY >, 4 3
A=Y ERTIRICEHEEICHBEL L RRAERK
(NAA resistant mutant: nar 8 & U BAP resistant
mutant: bar) ®, FEBICHRTEHOEIEE 2K
1 5 EREFE (over-producing gametophore: ove)
ZHEE AL (Ashtonetal. 1979a,b). Zh 5D
ZREFEEREBARHO RV E VEEEDBVIC L
D ohDAFIV—HFEEN BIXE, 47
TV — 4 EHFEND bar BARTREIZ, Juoie
DHERLA VoA EELEERL W
(Ashton et al. 1979b). Z DERERGEE 4 —* 3>
WIS THART 2 L, AU aRv &R EENHMEL
THEH L FAROERBICEET 3. cOZkizszo
ORAThSATORTADHLICA —F ¥ U BRET
BHY, HTTY— 4D bar BRRERGFRA—F> &

BRI B 2 B FOMEEERIR L T v B A REME SR
Z & %®RLTVWw3% (Ashton et al. 1979b). /2. » 7
Y —10RFEEND ove BRARTRGRY 1 M4 =
VIERIIEEH T HE RO X B TUR T 2 BRER G
LTl BEREY A b A A = VRIS Tas
FHLALLESERU LD 2HELETT (Ashton et al.
1979a). Z DEREREEERL ISPz EEN S
iPREPHET S EHFER BB L & L HHER1006F
kD iP stk & iz (Wanget al. 1981a). €5 T,
FEOSMMEEYA P4 = BEU T2 L, ove BR
EREEY A P A4 =2 BRCER L. AN
HT 2D EREEESHEIERT S LHESNS

(Wang et al. 1981b).

Cove HidA—F v > -4 b4 VHEMCE S
FEMOBEEL L RRERERBABOLE, LU
LRERFEORNEVEEREARDZZLIZEST,
REgoMaMuc B34 —F v e A b Hf =
YOERCOLTHEMICHR. FOBR, A —F3
vidzoui<filas X Uh v o< QAR AR»
S5hvarHE~DHMELETHY, SSKEE
REFAKERICHBEE L TWE I ebbrol. .
P4 P A= RBFEOHMEEFED LU EEEROIR % H
HIsZL, 5 AVOATOEBICHEEL T
3LV EbHSMELZ - (E3, Ashton et al.
1979a, b, Ashton et al. 1990).

B, Reski 5DV —7 R 28 EOY A v H 4=
VIR ERERK (P24, PC22) 2RAWTHA b
4 = DVERBIE T L7 (Reutter et al. 1998).
P24 ZARZEREIFNERENTOEREREE LT,
PC22 ZREEKIIARGDOIB L EERATERCER
PLbORRERFELLTHISN T35 (Abel et al
1989, Ye et al. 1989). PC22 ¢, EMAREBLHT 3 &
TR HERTOBOENER S LB, FHIHED
T LLEROBEEDUB LT TRELLWL. Th
5 DRRERGBATHEBKRDA VY RyF =V T
A7z 7—ERETF (pt) 2RBESLTCREIPLE
WM s, P2ARFEEELEREFEERL
7. —F, PC22 TREZEIFER L IZXFKICH
LY, EEFRBEECRE Lo, TOZ L
S, AvadlBGEHERED S OEIEER L,
(1ZFR L )2 DD EFERIBRD 2 2D 70 A
SERTE, pt WETFORBRHEI A by 1 =it
DMz, Do 7o A ZBEEL TwB 8, 221k
BSL TwkwZ Edbs 3 (Reutter et al. 1998).
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¥, QD70 AN A AL =& o THEES
HEhTWVuEREWI LHRLTWS (Reskil999). &
SRFEME N SDERGOBTIP §HticENR
shzuizd, TNEOTRRZYA b4 =VvERR
TR YA v A4 =Dy 7 FNVEERCERL
Tw3a sl ¥ Zhooipt BABEERE T

spore
¥
light +
Ch2+-+
Y
primary > primary
chloronemal chloronemal
apical cell |light+| subapical cell
> 1:R2A0%% | 1Roa0%k<
Tassam RIASEER
auxin +
cytokinin +
Y
secondary
°::::;°:;‘ chloronemal
subapical cell
»| HNUOXT 2R/ 00X
TR¥sHARR RIAHER
auxin + v uxin + 1 light +
light - -
& caulonemal cytoakui::: _
subapical cell v
hoaxv
RTANSRM secondary
chloronemal
apical cell
) 2R/ 00X
caulonemal TRS% AR
side branch
initial cell ‘;‘“.xi.n i
j] ‘j n*7 cy‘o 'ln"l -
fupktmm | et
iphosphate +
auxin +
cytokinin +
light +
Ca®* +y
bud
gemetophore
¥ - ER&

B3. A—Fv>Y e A A4 =V BLUZOMHOETFD
MRS E~DER (Cove & Knight 1993, Knight
1994),

BiPROMIME L b IAARLMLTEY, A —
FYUORBMREYA ISV ORBFRE TS,
OHEFERBH 2 L Bbh s (Reutter et al. 1998).

8. WKL EAERBIEND FHRIBOREEAICEITT

CNETCHRRTELEIIC, EXVYFRTr&E
BHBELT A=y o9 AL b4 =viclb3
BARAERBRWIEIRTER. 1, W ohD%kE
RERELSHB RN, 2o 2B &BEN G
2R ViRV RV TOERSHELhIZE R
T&. LrLads, BREZOFERETIZE L
HEXhTBST. dLVEVERBEORERV~AL
TONFERBOBBIITbATI B ol Zhid,
BEFHEBESATE ST, SERETREDLSDE
RBETFHENERECH - o THS. 20D,
A—FYVBIUYA ML= DEBRRRRY T F
NMEER FLT, FROOBREL TOMEEHIE
THMEFORIEEITI CLBTEEM T, 2T,
B2 (VBEE (7)) (FER2REREEEHLSY S
L L RRBGETFORBLERIN QY -5y
7% AL - BRRRNRR 2 T TR TFOH
BEFITEVS 22007 70 —FHhoWMELEDTH
3. Y50 EBRS, HFEBBTCHESALZY Y b
NVEa—F VxR (Siefert et al. 1986, Ross-
Macdonald et al. 1997) G L CTHZ L7, 9T
BRI TOERFETHS (Nishivama et al. ).
IDHER UTO320RA7 vy 7hofiRah Ty
32 (H4). ODKBEATEAY VALY S/ A
DNA 5477V —%{ERT 5. QKBENTE XY
VHATYY /) ADNAWIR LS 7 (P ARY
V) BBATS. Q) ISFASRI e AV YA S
74 /. DNAWR %, HEEBRZ I DAY )Y
ATy ) AhicBAT S, BohEBRERENS
B 77 2F85» ) CRRERORERET 2 BB T
53T THS. kF ZOFERYIOhcv R~
F—BEFEANRTBLIEZED, Y=V Iy
BICAWRZENTES. Zhoy T2 2RERE
DIFEH» S, ZHROERBRERRHESGON. Z
D3 HbDVL DMV A A = VEEEIERLT
Wiz k. Y—r b5y FETRISTEOMIE - B8
KV R—9 - FORBERT b T v THREHELIC
HBORFEB ATV S, St EXAVIFRT TS
Ay OERCEDL 2RI FRHEEE- BITT52 L
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(1) XKBEATOEAYYHXT7Y' / ADNAS A TS5 Y —DER

EXAYUHRTYT
4/ L DNA

—

PN ]

2 XEZERWAEEAYYHXITY / ADNAANDSE Y (PSS ARV ) DA

KBE |y (FSrRMYY) | KBE

—

S

v

SYUBBAE IS/ ADNA

b |

S——

(3) Y /1BAY / ADNADEAYYHRI X ~ADRBA

EAVYHXI bk

I N\ O\ N\ D\

lfﬁﬂ&i

NN

PalY

SUBMASNIEAYY HAX T T REHK

EAYYHXRAY
ZakrZSA b

E4. EAVIHFRZTYRBIBY v bVEa—F Tz v AOBRARK

CEoTh A—F¥ 2R A bHA = UHGIHIT S5
CORFEMOBIICFETEHOTREVNEHZ
T3,

DL AV YHRAT RV ELE Y
CHT AR FARE DL Twa. ZT &
AVVHRITE. BRCBRETFS -5 T4 IHBT

& B0, MEFOBIERBT 2RA &L O LT 3 H
OWMRBEHEHEINTED, 5% LAY YFA T
TFOKBHE L LTES BT tifans.
FLTC EAVYF AT r 2HAVIHERZELT, #
MOERRR %S 5 FHEE T hcE-o 7B Ly
DFEDOHEELRIAEI N D Z L R WREL 2.
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f+ &2

E XY YUF AT DAFE BRE ERECOL
TR, YHEEOY = 72— (http://www.nibb.
ac.jp/~mhasebe) THEMHML T 5. 2Fic U CHT
BEENTH5S.

oW

FRHrHBLEEXTT s> HOMAL RS
NZBRfEsedE, =YY FA2ATTr OV THERLER
PEHOICEEE S, LkEEmisE NEE2FEL CH
WEHEEFRICBHRLET. £ HOgRgs
CREAYIVFRTrDEZICO>WITHRESZER
TRMBFLETE Y.
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