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R BEAERNC Y ¥ U7 EE e OB MEN DL U7 BEWIX, #18, B8, v/
AT E G s ENER, X, BT, Y & S OHEE I AR L L
oo 2O 95, Y IREITA 200 TN D 72 D BFRED D IR W BHEE T, TRROMEMR (B
) iz 2 IROBFEREZ ST M Th 5, T <, WNERBENTERVEY TH
D, Y ATRIIMO 2 S D DT FEIC R o =— 7 BB THER S
%o BIZIE, > T ORERKL, FEEEHO KO ISR 1 - 28 LAVFELE L2V DA E
BT, E'L /A FIZK D EMURFRIRAEEE & 550, #2681 DR QMR 5y Rl O 5 i,
fihd % < O bLHEY & 1TV, fitFmTh D, #BEF I VIBR SN D IFRITMO = 7 E
W) L3 ER Y, fT5EE X2 D (seta) &R &, O EHHD O e 2> FE [RIFHAY
IR S LD, BFARICITHEE ] O b DIZ X < {El72 2 SO FLIIHIIE 2 Fr 2 & ALDS
e S AL, BRI b RALIC K S BT TBRE ORI ILNTER S D, BlfBiITtk % 2207 /N
7TV TRWEBA L OWERERS, Y TEITa MY E L THEISNI R B A 2 < B
D7z, [ FAEY O TSI 7R RAGEE 72 DDy, o 3 S REY) X0 b HEE AR T ke D
M, HOLWTEVHE, FAEKICa i E L THRAMBELZIERT 5 D0y, £ ORMRINL
BEICOWTIESFISE M SN TEL—HTH D,

2008 2B FHD B A U H R A Physcomitrium (Physcomitrella) patens, 2011 -2/ NEEFH
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DA X J1 % &N Selaginella moellendorffii, 2017 F-\Z 4% A FAD ¥ = = /7 Marchantia polymorpha
72 e BRI O R A RET D L CEERMMEED T ARSHE RSN S, R B O
B IEDIFF o TR TAERROHEE R AT RRIC 72 o TRTe, Bix i <7 7 A% 3
Mg & LT 272t TV D BUE, TNETYELENTE Y/ ITHEONEIE, [
FHEMIEIR & ZRE DO RDEHDO 7R T 4 T EBZ BD, FD XD eH, 2020 HITHR
TIAY ) e F XY ) A DT ) AESIPHEIRWTRE I, 7 AERE L
Lz ) S EOMRFEE~OEPE NIz, BB T8 AR E 5 BB 72 RN BN & e
LooH 5,

BRI OMFETIE, > T BNk Y O IHIEIZ B W TEHEERMVEZ HDTWLH 2 L
MWD THFEM VTR TETND, 7/ MMERITE S WSR2 00 Rt 02 < 13,
Y ATV AAEE DI E L THRKEBEZER L, ToRTY ) 3
BN ERZEDDENVIRRERLTND, SN E CILSZITANLONTE L, ¥
A FANE LA OB IR OB A H 6, Y PR JE O TH D LD B
ZFFEEEIND L9 oo CT& Tz, ¥/ IV HENER T =— 7 ICR 2501, fthokH
W &0 L oIE EREH ORI E LD ARELEL TV DAL RONE L/, Y ) ST
DL 7RI DR IRIT, B2 EAE ORISR & 7oA X B OME %2 L 0 3
LLENDZ IR HDEBZZBND,

AIREIL, T T A o ThfE S L A AN 725 84 MR (202049 H) TO Y K
UL [ ERDERFE OGO 70T 47, Y A7 OLEWFE] ONKFES EIZEY
FLOELOTHD, ¥/ ITHCE LT, RoFT - MR - My - A8y -
el 7 ) B ISR A BEOM R B LIZNR L o T 5, Wb/l T ) 27
DRES % 1> TN T2 X, 2 < DERROTRA~DSEDOIMEOK & 72 UT=WTh 5, LLTIZ,
Y ) O AETER M OSEATRE (X 1), KRFEICEET Y ) I70Ff (K2) 2RL
72o BEZEBELTOHD, KRIAEFAED CHEITIUL, BEMOMT L2533 Th5,
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2. Y/ ITEDIE A: A2V ) D4 Leiosporoceros dussi, A2 ) A4 EITY ) IO S IS AT
BT DLEZLNTND, FERIKPICIAER (T 0 8) OBERPEFTATRRIC T 2 OAFHER, RO
9% (J.C. Villarreal 11 V2L, B: FHY ¥ 7 T4 Anthoceros agrestis, EHIRCEDELIZAF L, Lk
IR AT 5, ¥/ ITEEOETVFEYFEL LTH 7 MEFTN &, ST BEFHIFEORIENT/Rb T
W5, C: IR T A ) I Anthoceros angustus, 77> J S L TRFRET S MERE SR THERIR DI M2
BT DR TR D, AREELT U7 IS0, Bk 7/ LMEN 3TNz, D: IV ) 34 Folioceros
Susiformis, FERARITPPRICTELS BIiATe, AARZIRETHHRT T ~HKET U704, B AHHFTI7%7 Y
Y ) A7 Dendroceros tubercularis, Z2HIREEDEWIGET CRfee BIZAEF, gk, NERIZOH, F: 7 FvY s
= Megaceros flagellaris, WF\EATKIL, KB OE FICAEET S, 727, KEEHIRICEL 51, G =Y
/ A% Phaeoceros carolinianus, ANZFDJE Y RLEFEIN e Eln > 7o Il L, =T ) 27 & Phaeoceros 1%,
WARO IR A 22\, BT REANWD L2 8 THIYXY ) 2578 Anthoceros & XRS5, H: ¥~ b
Y ) A4 R Notothylas temperata, WKMoy ) SO L 5SS EAX ST, A ENT £ EREA
T 5. AINCAETC, KEHRWIZAKHZ EORIIZAES,
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IR, A, Y AT oD N —T b, b ERiE Lo Y1
(CHEE R D 7 =T LT RETH D, T DRNT, BN HIT 2008 T A
U 77 277 (Rensing et al. 2008), Z A FEHIL 2017 FFIC B =T O25 ) MMERDPHR S 1
2020 4 J ATFAD T ) DA SN2 Z & T, kg FREY O EECRED T LABHE ST,
Fex 1%, Anthoceros agrestis 2 £ (Bonn, Oxford) 3 X OV 4. punctatus D 2 FE 3 RD 7 ) W 2 A
A, TAV IO N—TLIFETHEEKL, BIO T IV—T2N A angustus D7 ) LEFHEFEL 4%
MOTE T —=PNARENTWHIRETH D, £70, WHEEEE M. S, BBREROE
{51 DBSREMENT 3 /T HE & 72 o 7= (Frangedakis et al. 2021) ,

1. [FC®HIZ

aFREWITE U, FAE, V) A EO oD T N—T b0, B R o9
ICHEE R O T N—T L yiviic—#ETh D, BV, YA, vV IO 3 BEEHEE
W) D BRRBIFRIZ DN TIE, FEad o723, BUETIX, 2 7MW I3HEE Y DA R REC
HIZHHREAETH Y, TOHFTY ) I7ENRINHIGE L, B E & A BTk
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HETHLEVIDORb- b HNRBEZTT Th D, B HTIT 2008 FITE AV VU HRAT D
(Rensing etal. 2008), %A FETIX 2017 FEIZ B =T D25 /7 AMEHRIHIK S 71 (Bowman et al.
2017), HHRNT OFIENZEH o TE Iz, T2, Y/ IFEORYT ) MERBMDH Z & T
b EREMEACERAE ORRGED B3 D LIRS D, Foxid, 2020 FEICT Y FY ) T
Anthoceros agrestis 2 7 (Bonn, Oxford) 38X O 4. punctatus D 3¥RD 7 ) Lk AA A, T A
DT N—7 L ILE TR L (L et al. 2020), = HIZHE BGl & L0 7 /V—775 A. angustus
(RoT4Y 7 37) OF ) KE3kFLIZI LD (Zhangetal. 2020), BfE3 4RO T &
YTV =RABRENTWAIREETH D, AFRTIE, Y/ I75Ds ) AMigtlc L > TEBRED
ORI EBDIro TELONERINT 5,

2. INEWHT ) LY A XELBRLRILRA—IR—RF ¥ T+ )L FOEE

V) AT ARRDYT ) LA XTEN S EE A Mb RET, ZhiIE=2/5 (226 Mb), kA
YU HRIT (467 Mb) 72 L, o a ki I v b/hs <, WAEY TBERIOR/ND T ) L
A RX%&FoLINDHrA XF XS (120Mb ) IZVLEcT 2/hN&72 5 ) 2 A XA Th o7z
(F 1), 7/ MEHIFFARMIZ, Oxford Nanopore (2L D12 7Y — K (EWW A Ofds] % 8
FERCIRE TE DAY HKiTEy) & Mllumina (XD a— U — K GO OB LA
RETERVNIEM) /AR DY TIThiiz, A agrestisBonn DA I HIZ HIi-CIZ X HA—
IW—=AX Y T A NT 4 T HATO 2 & TREOEKA T — VO R EE It LTz, ZAITXY, A
agrestis Bonn (2 2OWTIL 10 Mb LA ED A —/ 3= 2% ¢ 7 5 )L KPS 6 REZDIEDDHNA—
R=RAF v 74V FICETEEINT (K174), A agrestis ® DAPI YefilZ X % YeafR ok
JBAMBUG AR R, ZNDHITE 6 KATHY, RENVWA—/N—ZAF ¥ T4V RO L —FH LTz
(H14). ZOZ ENBIFIFRAERITHIST D E BN D A—/"—2AF% ¥ 7 /L FEH L
WilkTx 5,

YR BRICEDL T2 T ) —=RNEONTEZ & T, 7 AR E L TCORMR b T,
INET, YaA XFRXFREOW T E T DL L OEYTIE, Yt RoBhFIRMFITI
IIAERSN N E E D BIETHEEME 20, BIRE DRSSy CRIBTEENRKE R
BHNH— NI BT (Lang et al. 2018), ZAUICXF LC, Al L 7= A. agrestis Bonn
RDT 7 NTIRZE D K 5 RE)FIRHE TOERSI O, Bio ORI AT, Fist
FHCBIE T DZEE 20 LT D 2 ERMLNTWAEUVEHOE A U HxA5 (Lang
etal. 2018) (ZHEEIL TWD Z EVHIBH L 7=,

Flo, VAT ) AEEKERTONDFHE LT, &7 LAEEDEBRNEWNS 2
EMBETOND, ZHUE, T LRV T =—RRONERNWI ERBIOUNT v VT RFERE
HafERE (Ks) SRTOMBIZ X > TEF 7 AEEORERDZNEVIERRELN TS, Zh
I, FERICT ) A XS a A XFRF TS ) MR L > TRY ) AEENH
ONTRSTZD LR TH D, a7 T, eAY I TRIFT 2 BOS ) AEHEORE
HRe 0, =377 ) AEEDEBRR R,

V) ATV ) DA XDPNENT ED, MO LV BIRTREN Db n g &
Z 0 TR, BEFBENREWE I Th b, 8o THREOHEIL, 4 angustus & A. agrestis,
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&1 BEEEVMDYT /) LY A4 XHE

il WE” ) L3+ 4R

EIR T Reference
(Mb)
W 1 N \\ N}
EAYITXITT 46 35,307 Lang ctal. 2017
Physcomitrium patens
== 226 19,138 Bowman et al. 2017
Marchantia polymorpha
uaA XS
Arabidopsis thaliana 119 27,655 Cheng et al. 2016
Anthoceros angustus 119 14,629 Zhang et al. 2020
A. punctatus 128-150 25,426 Lietal. 2020
A. agrestis Bonn 122-132 25,837 Lietal. 2020
A. agrestis Oxford 123-135 24,739 Li et al. 2020

Repeat density

Gene density

SNP density compared to A. agrestis Oxford

A. agrestis

1. Anthoceros agrestis 0 super scaffold & &g Z: A agrestis Bonn M 6 A®D super
scaffold, REERSI, EIzF, Oxford #k& Bonn ¥HDEDEEEBEBROBEELZRTL TS, A (A)A
agrestis Oxford ¥£®M DAPI 1%, B)AD > L EBKICH-HBAETRBETEH-TRLIZLD, X7
—JL/3—[X 10 um, Lietal. 2020 Figla LU Fig S1 & Y, http://creativecommons.org/licenses/by/4.0/
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A. punctatus TREZ S BIp o> TWDN, ZHUX A angustus DB TR D7gn v X5
ST )T —a O MMEOEVORERTH > T, A agrestis DT )7 — a3 o TIXEE T
DRBEE LB EEBRELTCTRIZED LI EEZTWD, £72, F£77 isoform
2L TRIL TV Db 5 EBbns, 1, HOELET7 7V —% /5 & KK,
PEOBIEF D> TND,

FRENTZZ T ERPVNOEET 7 T — a L ICBWT, G EEELR - OEE 1 2.4~
6% E Y, B EEHOHFTIID e Thote, 77 IV —ZEICRTY, BT
B=arLodbeuvn, FLBRFETHEKINTND 7 7 IV —RESRBREHT-, 20
MDY ) IRV TINRETE Ry N — T RO LR TRIN, BIEFERIMENTS L
G ERHIREEND,

70 DA XDP/NEN—TT, PPR BInHE72 ERBE BRI R on T, §
Wi KO EKTEEDOWIR T N—TI1X 0, Y ) TTFHEDKRT T4 ) 37 A angustus THA IV
A7 TDO RNA-editing 23FEFITZL N &0 FIRED L S 1TV % (Kugitaetal. 2003) , & A
VY HFRAT, vuA XF X F 72 8T PPR BInF2FED RNAediting 2l L TW\WbHZ &
DE SN TWD, PPR B HENY /) I 57 7 ATHEIL TS Z &1X, RNA-editing (2
DYW %o PPR &inF 73840 > TV T4 editing site D72 O IZHIDOBIGFRHDH EVH Z & &
BEENTH D,

Y ) AT ) Nefgat Lok 2 A ThE B O FERGE L BRI IR RE T H
LYW E S Yy VI EDORY ) ARIINTEAST-OT, B, X458, Y/ I rEE
HEAS FHEII O R 2 7 ) DD DIRIE L I N a B —RBIaFICESNTITY &, =
I RE DS BRI CHEE R Ok CTH D L\ D, AHKRIKRY ) A ED X X7 a— KiEfx
O fFHT (Nishiyama et al. 2004), B L OUED b T 27 U 7 b — AT —H (23S RMR
Hr OGS (Wickett et al. 2014) & —ET DFER A HELL 72, a 7 MO BRI, Li et al
(2020) 35 & O% Zhang et al. (2020) X5 CRBEDFER TH 5,

3. REFEEELRTF

Y AT FIIEF RO AE D EMM& S & 0 BIR R T2, 20720, I3
RS AZTDLZEIERY, RAEPELS T IHMEEREYD L ORBE ER I TEE
(Simpson2019), & L22L7e B, /7 A7 [ 3HEE ALY & [RIAR D53 ZHERE TS 2 FF > Tk
D, WFNLIAROIERICHTZ > THEE L7200 b L e, FxidBx Tz, #E
WA D> 2 — FEHAS A O R HERFICEA ST 28L& LTIEYyrA XFXF 0D
SHOOT MERISTEMLESS (STM) o ¥ &£ 5 KNOXI BInt7 7 I U —D0NHLNATWND
(Hay & Tsiantis 2010) 23, KNOXI 7 7 X U —OBIE 1LY / IO 7 KiFenw2 E3b
mofz (Lietal. 2020), ZDZ &%, ¥/ A5 HERFREE O ZHEOFIEIX S = — FEY
U T 2 b O TIER L, BAERY VB NESZEBTH DL Z 2T 5, T4
DL, Y ATEPHEEFEMIENZ R RET 52 e b, a T EMBREERTHY,
ZOHRT, V) ATIET KNOXI BIn T3 HEET D (K2) REDERECTZE WS /T L
EENTH D,

T. Nishiyama et al. - 4
BSJ-Review 12:189 (2021)



FE BB RiI#R 12:190 (2021)

— TEFHEY
1 Azolla, Salvinia (> 5%8)
YABBY
Huperzia
\ INEEFE
- rxA%en
_ YABBY
YABBY, XY ) AXDT (L88)
1H s
— e=d7 (%2148)
[ Anthoceros spp. 'Y / 1748

KNOX 1

B2 [ELHEMOELBREIZBENT, [ILB LU YABBY BIEF & KNOXT B FhLhnt-LBES
nNa#%ENEREICRLT=,

YA XFAFTIZBNT, KNOXI BinFOMAEZE () TORBZME L, T
Jl 3 Ay P E & 4095 YABBY Bin 17 7 I U — A 4T 5 (Kumaran et al. 2002;
Siegfried et al. 1999), YABBY BEIR 137/ ADHE STV TWH/NEHA XD Z e, U
EAXAY Y ARAr, FAEE=T DT ) AIPDIEROH> T RN, O8GRI
TR ORI TG SN EEHZELITEBEZ T, L, 2017 4, NEHaAX T v
Huperzia selago DXTERIRD N T 2 A7 ) 7 N — LfiENT 0 YABBY 38151 DRRGPEY) I8 FrD
mY, BEOY ) A55 ) Aivb Y YABBY BARFRHDOMN 0Tz, —J, VH  (dzolla,
Salvinia; Li etal. 2018) (2131 VW YABBY BinF23/2ino7z, $72bbH, YABBY BinFlE=ar
TR & HEE Y O B SE TIL T CTITEE S TWED, By - A48, A XX e,
VEBODRL LB 3EERLIZEVWS Z LIRS (HM2),

Z2 A FLSORE FREIE, BT RORZICKAL & XN D LA R, KAFLITHL EEIC K
SHL, HMEE AR CIEBHPAIC L0 W ALK OKE 2 - Tk Y, a/ iy CiiirzE
@Eﬂi}%k HWENTHEREL CW B EEZEZ BN TWD (Chater etal. 2017),

V)37 ) NMIBWTHRALERBEEER FIXIZEEA > T0D I ENERI N, &
LR BEE S 71T, B2 Y O ORI %éﬂ RESNTE BB TFHEERD
A9, ZODOBEBETFIFRTAETHEEL TEHY (Lietal. 2020), >/ A58, B8, HE
KA DFFOZILTHFTH Y, FAFTHELEZY (K2), B TE Y Bl B{s1x
Yy N =TI Lo TEDOEMPGIE I ND K2R oo TIERW N EERINTND
(Harris et al. 2020) ,
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4. 7/ LEBLTEZbND, ELEMOHEE L EL

B FAEY) OHEL DB T, tx 72 Z A T ORI Z5EM (DB IR0 RR 5 TH
SEARIE, TR OFAR O AL SR, SO v 2 — My @ik L) i L- iR
IZOWTIERZICE S Do TV, ¥/ I HEZEBI/ED a iy & O RFERRIEIAR
7273, W1 ok BREIZIE, BABIAR & LR TR DT D30k & 14 © & 2 72 BEAEHE 7 /LA
SbERT, BlAEDar b v x e b B FERERAZRREEEZ RO OBRBREL 5
% (Kenrick 2017), T A VAUCEBT L TWIZEZ DT R WVIE WS Lzl K E21ES
Rhynia <CRF-FEDOWNENTHRKR O (22X T) 2T % Horneophyton 78 & Oy L7V
=7 WAL, RTFESS IS ANE =l e L<EITRY, v 350X ) B0
MOIRHMFIERR DT DL I sl ETCH#ILLEEEMIRENDZ R H - T
(Campbell 1924; Smith 1955), —f& LC, Smith (1955) @ Fig. 82 #X3 & L CTRd, —J,
Schuster (1966) 72 & TlX, RO Z Wi X2, U =7 REEY O fa 1R 28R TR LT
HZET, V) IATORFENEL LI EEFEmL TV D, T LEFTORERNOIX, Y
J A ORI S CHEMKRELZ L T2 05, B RS20 Esh %2 HE+ 5
KNOXI 57Ok (Lietal. 2020) IZ L > T, ota w7, —@RMERHOAH THRET
BEW IR RAERRICEL LI MRS A Z E B REETH Y, MR L7z V) =7 R D /33
HHFRNBIE LT, DL ot b ORHEAEDY ) 7 ORFERDOEIRE /e o728
IIBITELDE X bRl L TR unag LivZen,

M SRR, & U, # A SEICTEET D KNOXI & 13y / 7 EICFEE LRV E N D =
Ll1X, KNOXI BAGFIXY 7 78N, AL L THDY ) IFEORFTERD
niztEZoNd (K2), vaA X+ X Tk KNOXI BGFECET 2 STM #5108 =
— NAEGZHARIE ISV, [F U < ld K B ol (stem) DIZEIZED > TV, B X
VY HARAT TR, BRI AERICIFAROE G seta) TERICEID > TS & HIFIRT
X DRBINNH — 0 LEEIROFRBIN % R4 (Hay & Tsiantis 2010), Y/ T 7 ORI
seta DX DRI TFEEFD B 2R S L COmMIEE LRV, 2L, KNOXI EisT
DFES & MRS LTl o 7D Thh - T, BlAERE FAEY O s Je O fu 4138l 2 ¢ > T
Wb LilieWnWe B2 6id, I ERPMEFF >t 8, Z A% A T setaphytes &
FES 2 &3 503 (Renzaglia & Garbary 2001; Renzaglia et al. 2018), seta (% KNOXI #is 1 &
EBICY ) ITETERLEEE CH- T, B E, A HOLEAL THALICES I
A IRAEFE TR WATREMENH 0, DEREEOAMT & LR 72 - 720 i3#im O 2 &
HvH LIV,

YABBY {513 ) A T& L TWD 00, Tty /) I7rETEOERKEEHL T
TARDZREZLTHDLN, BRERTHEBEZSELLTHIELTE D, flxiX, v/ 37
FoORT#EIX, 20l TRT TW KO RFEHE2T 5, TOZTHOHKIZRD
W TR S THIEMEE T D00 RE — U RICED D DO TR VWt BB a5,
YABBY Bi5 1T/ &b, (MBNDBIETNEDIHED/ NN — U TEE L TWAILT Th D,
EAY Y HRIAT0E =T O TIEME T RICHEE B ORI E W 9 ERICHEE 7Y B
{LLTWBDIE, 5 0DOBIR T DOEEEEIIC L 5 bR d LivZevy, B=3 7%
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Fig. 82, Diagrams showing hypothetical sequence in the evolution of a semiparasitic
anthocerotean type of sporophyte into a free-living psilophytan type of sporophyte.

3. Smith (1955) p133 O Fig. 82.

USNDEL DEAIER, B HOELTHIE LizF vV x T Py 278 (Takakia) 3 L O
7 v~ 327 )& (Andreaeobryum) TIX, NaFEITRFE Oy OHEST R, & D WIERIO M DZA
BAARIZIA > T2 % (Higuchi & Zhang 1998) . Z U S TP O TH 5 AlRerER B 0, BLLE
W,

5. a7HEYMDRIL L BIZFEE

BAEOHER T 7R, MR - i b - Bl - iR 7e & oo X 5 Zefiiin /R B e & C
H, RELEDZERLKAZIAF—TRIRZ ORI EEL Z LICHE LTS LD
IZR2 5, £z, BELEREICBWTY, HREWHEEREY R Z < O EFIHLTL
F T, INSTEWIERE L LT, HEE AR TE 220 X ) ZREERERICES LT
LHEICHbRZD, LvL, IO EEMNED LS REBETE> CTWahEBEXD L,
BED X 5 B ORmWHEE R DFIE LD TROVDOT, HYZYDRWE ZAICH I
WHETHLEMBES LT EBEZ LD, £ T, aspoftlx, —8, kT
EE I LTS TR e o T b DD, HEE RO HBL L Bic s b 72> T, Ml
W, FRCR AR OYE L E L @< T BN OIIR0R L, =< SAO/NS Tk %
BLR EICE LD X270 b Ly, ZOEILDEMRERALET T, BIET

T. Nishiyama et al. - 7
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HHEEFEMDBFIHATERNE I RBRETHAEB L, BEREZZTTWDLDMNE LR,

INETERYT ) AESINRGES TV D a7 iEE, MEE Y & e~ TR PR D 72
WD THDHN, SRR OMTERZAD &, i EEY OELORE T, & 1135
ENDHETTRL, Kb LWL EN-TmZ ENRBENTWS, DFV, BizfL
L TORIE GRBETOHEKR) Lo THEDO AN TEIL WIRERH-72nb L
L2\, Bt Anthoceros agrestis DTS ERREANEBL 72 Z £ 725 (Frangedakis et al. 2021),
Stk, S BICERIIGE S ED LIS LD,

5| AR
Bowman, J.L., Kohchi, T., Yamato, K.T., Jenkins, J., Shu, S.Q., Ishizaki, K., Yamaoka, S., Nishihama,

R., Nakamura, Y., Berger, F., Adam, C., Aki, S.S., Althoff, F., Araki, T., Arteaga-Vazquez, M.A.,
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[FL®HIZ

a R 2 L, BEREONICEREY ST E b O &, FEREO E
THET Y 7 RO ERITHEEIT I RMERED & V IMERROHBTRHRET 272 L, L
fi L U CRBRZHEIEREZ > TV D, S6IZ, EEEMICEIT DY ) I EOR T
;t-fﬂiﬁ’? LUV TORBIZ S A TWD, Y 7 7 FEOMIEPICITIERIADN 1 E L7 unon
WIE T, FEREERONTICITI NV ERaRNEBE L L ) A RBFEET D Z ENEL, Mgy
IR & DI FUHENT > TEERMED R EBENE Z 0, BEHZUTIERED 5% BT 5
FNZHE Z 2%, HERARRED OO D HUINE RIFZER R O B0 AM 43 2k o P g 12 B 53
Do Y ATEEN AT O RO EIEINLE T D Z E RS NIBIE, Y S EOM
Falx, Fe EAE) ORI S AT AOMELZFZET 5 BT, BIRRWET L L b Lty
IR, BUEE Ty ) ITEOMIBAEYTFRMA, FRICERKRICER L TE LD, 5% O
FEDRBINZHOWTRERE LT,

1. BERAMN

V) ATEOMREBIEE LIRS, ETHEICO O, BT pm IZbET D, Kk
Laﬁ@%%mf%é(lnoﬂwmmé$¢(ﬁé$%,%ﬁm,Yimf?xE@E%ﬁ

DMETEREZ B TRRFR) & 1 D LR 72 WM X AR AR (monoplastidic cell) & I
XA, RREEEEH, Y, VAR TSI TV S (Brown & Lemmon 1990; WEHK! 2004;
Shimamura et al. 2003, 2014), LU, HEAZARMERIE, [ EEY T3l F RSO Tk
72 EATEAII R ERC IR > TR OND Z EMFEAET, vV / IFVHEO LI IEFREREZE LT
THABARMEDHERF XD OIS TH D (Burr 1970; Brownetal. 2010) , fifady 7= v o3
PR DENZHDWTIL, FRE D &, Mk Z S IZZREDNH Y, Y /) 78 (Anthoceros) Tl
BB IR ORI TIXIERIRDEIT 1 D72 FARDOREMMTIE, LIZLIX2@EH DV T4 E
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DZERHD (B - F1H 1992) , Y/ IR TIE, BERIR O REY A 7 VR ERT
ThHHIEDNRINTEY, ERZUTei- THERAS 7 & DNA 23N L 72 0 HICHERA
DR GHDOFHIZS VNS L) ICHHEHTHZ ENRBILEINTWD (Izumi et al.
1993) (K1C) o

T I ) AR (Megaceros) TIE, Y/ A HTIERBISMNIZ R ML 1-8 8, HER
RN D RERE TR K 20 EFREE & ZEDIERAKR A © > (Bartlett 1928; Burr 1969, 1970) (1% 2)
LL, 7F7F Y IRV THEERRTER I O WM T RAREETH L, £
IR U TR L < BRI AL S 4L 518 F2 T, ERMERF L2EE, H2WId
3R AN L — DIERHER D A 28] ) i K 5 eIl A R85 2 & C, HAREEDOM
MR H T2 S 41D (Burr 1969),

¥ 1. +HYFY/ 4 Anthoceros agrestis OHIBE, (A) B2 DMBIZITERKAN 1 DT OHFET
%, (B) ERZAFTH+ um OEEAHY, FOWIZFTUIUMICRYBZEAE-EL/ 4 K (EM) AN
77T %, (C) $§(N)0)§}§zl~5'ﬁ_l_’3ﬁﬁ1$ (RH) OHE,

A

;’«2

N - /" % :'.' > \"i ) \ ‘__‘N'v
" 5 o4 ‘h M m& N t bt\ <
, .
2. 7++ v/ 3% Megaceros flagellaris O#ifa, (A) ERADOEE, E<OMAEIE NEGE
BRIAZESHIFED, B) EXRADERIEISUMIBET, EL/ A RIFEHLNALLY,
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2. ERADOMMRALEE

v AT RE FAEY) THE—, BERHMARICE L ) A REROSEHTH D, ZOE L A
NIZITBETRON D b D L [FkR, KBEESCEZITOMETH LNV EZX A (J 7 1 —Z-1,5-
ERY URIIVRF T —EB/ A X —8) BERL TV 5 (Vaughn et al. 1990; Hanson et
al.2002) (X 3) ., YV / AZHEOTXTORIIEL /A RRALNL DT TIERL, BEE1H
%200 FED H B 100 FEIZE L /) A K3 5 (Villarrea & Renner 2012), F72, E'L /A KD
FERERIL, Y 27 F FXE (Notothylas) [CRHN5 59121 » /NS BET HE L
A RMWD, FHAEY ) 5@ (Phymatoceros) °—HRD Nothoceros JEIZH HiLD L5 73
HPLSHLIZE L ) A4 RETHA Th D, ETHMEREICI2LY 7 2oL /A4 K
37 ORI FENTCEEICFEE L, ZEROMARROBE LR IEEEL /A R T
HbH, LA ROKREITERRERECTHY, HFR 0 OBFEREKLIENHNLVERA %
ZEIIZIRIE L C, /LB R OIEMESAIC KT 5 i bikE L BFEOBAEEZWO I L 2 &
NTEDHLEEZHNTWD (Vaughnetal. 1990; 1992), YL/ A K& 5F 7 a4 R
ISR T OIEMERBD bRV &b ZDEX 2 LFT 5 (McKay et al. 1991), FEHERY
2 C3HEMTHHE =47 D COMMESD 64ppm THHDIZKIL, EL /A RebHOY /o
TFEOFEN 11-13 ppm OIEFITIRN COMEREZ S DOZ LTy /IO L ) A RINFEERIC
CO, MR IZH G5 L T\ D Z & &2 FF9 % (Hanson et al. 2002) , B'L /A RiX, HAFK
PO v V7 BHICH RICR SN2y ) S/EOE L ) A Rid—%ACI3E e mE
B NI RIEE LB 2 5T\ 5 (Graham 1993), LA L, it D5y RAEARHT
Lo TH LI NTY ) ATHOZRMEEN OB Z D L, ¥ ) 37O RM R IEBINL
ET DAY ) I5)E (Leiosporoceros) (21X, BV ) A RN &, £ A4€>Y ) 37
B X DICIBREBTE L ) A ROFBIGENRH LN D2 E0nb, ¥V ) I7HEOLER
{EDBEHTE L ) A FIZEEEMN L TERS, HELTWDLEW I RIPRESINTND
(Villarreal & Renner 2012), #EFHOE L/ A K0, #FHEM D CO, MRS CTH D C4 BDEE K
72 EOHEALIZ DN TIE, KEHF D COp IR DRI Rk~ 22 RFEHE TN L Tk L7 &
W OREA S %D (Obsorne & Sack 2012; Youngetal. 2012), L7>L, R OHEESNDY /
IO L ) A ROBFIIKEZT O CORENIEF @M T8 1 EHFERTTH 5,

B 3 FL/AFADQIERIDBE (FHYXY/I45) (A EL/ A K (EM) #STERKM
. (B) fi/LERafK (FB) ICKBEBIZIEL/ 4 RHEICEFRT S (R , FREFI/ODT 4
ILDBEREN,
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EBICENEITIMSLIS, BEXI Y HREKTD CO ENE DN 7247 3,500 FEERTZ b %
OMDFZRMTHE L /A RHPES STz & HEE S 4L TV D (Villarreal & Renner 2012), 272 <
b, BV A RERFORTENY / IO, FERIBIAICHEBLL, COIREED &\
ROV /A RBMEFF SN TWD L2 x D, ZDZ &L, Moy TihETREIN
T, TR FBIRAEERE OWEALEIR & COy A MRV EE & OFIBIBEIFR 2 SR L7 Wy,
Y ) ATEOHENIZBIT D E L ) A ROES LR, KKFO CO IRELA ORI E B
ZRLTWDO0E LR, Ml 2 LANT/ NS RIEREE 2> 7 vy 2 378
T, T R_XTOFETEL /A RN &1L, OFERNMERILT 228 T, L /A ROfF
FEOBOMEN NS D L BmB T 5, BV /A ReRflzlenwr vy ) 37 gLk
ThORPD, EZLILINLM EICEETLX ARV Y ) I8 (Dendroceros) (Z1%
BV A RBFIET HZ L%, BARZ2EFRESOHELEES B L/ A FOBHECTHK LB
HNHDH I L ERET D,

Y ) A7 OYERKRIZ, tholE ERmELE, 7 a4 FEPEAERONTZZ 7T 2T
D, L, Y/ 3AFEOT T HIENT 7 a4 ROBEENGRY, KmENIr 0 IKS T
PAC TITW vy, DF V0 R ha <R EMECHE L7ZTF 7 a4 FIZE o> THlr & TiIn 573,
ol bR S 13 R0, T a4 RNOZEMZ AT (58] BNFEE LV &R
ENTWD, ZOXHRY ) A7EFEOT 7 a4 RUAT AL, FyxilFIas KE
FEIZAL D 1 E OEEEIZ AR TH D (Vaughn et al. 1990),

Y ) IO LT EERIR ORI T, ERIRONENIE LN TR, <A
OMEWZEENEE L TWD Z E23® 5 (Frangedakis et al. 2021) ([X14) . Ziud, ke Ly
DEFIRIZIES HHNDH A b I a— L EMEERAEEE LSBPTWD, EEFEHDO R e
a2 —/ME, AREETOSFOE, ARERORERE AN X 2ME & OmE D
2, A N VRISE R Ekx pfilaNa a2 = —va vilflboTnd BN TND
(Hanson & Conklin 2020) , HAFZAEMEMANIZIHBNTSH A b a2 o — VEEORIENFEET S =
L, BEREMTOS T ORI G HEREREN D 2 &2 mBT 5, SHROEREE
oo a iy cix, ¥/ IFrETRONDIZEDHERA b I 2 — VORZETR LI
RNZ END, BERRERERE — DT FFOBHARZMRMEITHE S ] 5 2 OFERERIHIKY, #1213
BERIR DIRFEIZ X 2 BERRIAR R AL OFRIAUE T 2 > TW D D TIXZRWES 9 7,

4. THYXRY /) I7OEREICRET HX FO S 1 —LEEE
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3. ERAELLES

B2 EHEM) DEERHAITIHVLEREE TlE, MR TR o Fmicx LFEICEEE L, L0 £<
DIZEZHELED ET2 EEKIS) o FMVIEREE CIIOLRE 2 EEHT 2 7201t 5 m
EATICZ D K O 72 IRRBEE ISR > CREE S 5 QRlERS) o V%> 2 35 (Anthoceros
agrestis) DI5ty, @ OMM ORI LIl oMz 2853 2 K 9 IChEE L
ThV, HAFREOMIIZE TS M ONY OIERDEA SO Y9 2 SN EB) 17
ETHZENRBIND (M5 . Lo Lok ERY T L 5TV 5 K 5 it T Cllm o
AR EE~BERRR DN REET 2 L O 72BN IHED 2, BEFOTHIRFERTH ORI EHH
RGN TOWRELBEEER) XA NRNE ) Thote, T 7YY 7 E TS %
BT Z L ERAEOH Y £ 5 RBIRE LT, FERMRIZTHVIECEREE TIERE 2720 NE TN
EICITBIREE D BE L TV DD, ERENEWGEITIIEABICINET 2 & WO MENH
% (Burr 1968).

PR CTIIEERRAENEENC I, FONRZBERTHL 7+ F he bt BEET2, L
L—EO#AEE, a7, XY TIEHE LT T REJLIT K - TH IERAER)
MHEEI, RENCZHEERT 4 F/u bt FELZFET7+ M hr v om iAEEd 52
EWRENTND, EHIS, YHEYEEREREO 1 e VAU T, NimIZ7 4 M7 v Lol
R A, CHNIZIEERD T 4+ N hrE 2RO Rd AT 2 I, x4 70
LRFE R E 72 (Suetsugu et al. 2005), Z AL OFEM) TIEA A7 1 LA&EJ LIZR O TihE X
N D EMRENCEBI NFET D0 VXM OSMUIIRENEEINT L7 0 h /7 bhEFE
NZEHTDH74 N RN =208 IZHET 52 & T, MKROKWEREEIZ /b
ST L WIS E LR X 72O TR0 E B 2 5T 5 (Kawai et al 2003; Schneider et
al. 2004), 2 EHEY) TIlIy FHEMLISMNZ R A7 v L% S OWIL, a 7@z 5o TabilT
WIRDAD Ty, BURIRWZ 202, falY / AN XA 7 v AEIR TR BONhoT, 74
FMhrEr LT b7 nbBGT 7 7 I ORISR B1E, Y ATEORA
7 v LB FONEIZ S XY O R A7 1 LB F D ANFRICEE U7 R 2R Sz
ZEmb, Y IATENL VR~ AT v ARSI KR LT rTREME MR S U T
W% (Lietal.2014), ./ F 7O HEAZZEHNGIL, b2 ALY SERA O SEENER) O LR
RZRMEZE 25 ETHBIEEY, 47 v ABE T ORI, TR T =
&R HIRFLTzuy,

& . Q i\v/ ' 3\
i 5 N\ '>_/_\ &7 .50 um
s Ao A
B4 +H9xY/ I5EREOETRARROBBYIF. EHRAE (R EALNAFTT HAIIZ5RY <
FRICEEET %,
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4 %H]ﬂﬂ/\?lj

B2 LA O RESEARTE SRR I, B & RAR IS HDIME 2 B o iR IR 2 U NE T R LD
(MTOC) T 5HD00b, # Y& A 7 ORIIEIZ B LT MTOC ZFf2H DO E T, Hix
R DNRHHIND, T ORMEITHEEIR O T AR B ) O FAE U RAT T DAk %
PRIV 2 ML L T D & B X BTV D (Shimamura 2004) , FIHADOME FAEW)IE, FEH
TN BN D T TR U INE R Al o TR RIS LR H 2 S LT, FHEoMinz
TRk 2 EELIAME, M O FE 22 MTOC & L CORIMEEER LR oot B BNLD,
Z LT, HOMEDOMRD Y OMSERIER O E LT, HERARESS, P/ MEE R/
DRSS (BB NHWVWSND L5172 % 2 55 (Shimamura et al 2004),
J IO BAFRMEMI T, BOSZITENL > TERMADO RN 0, FERERIE D
D FHEEAR AN HEE L, #@Aﬂﬂ%ﬁw DHRZBVIDT D LD IXATOND Z LIZ LY BEsR
IRPEDHERF X% (Brown & Lemmon 1990) , Ja 7R OIE 7y 21T, B 7-BEM AN  CHEfRk
KDY 4 DITHRT HIBFET, WML — 3 HATIRE SRR TR S 70, OB T 5ER
EKOHENZ L > THRE SN LT > TR I, BAaFEEREORF-2ER IS
(Izumi & Ono 1994; Brown & Lemmon 1997) .

B2 A ORAE O 43 NI X R INE 3R & W O MURF 50 NVE SR 2N A 2 LA T IS B
MLTWD, G2 BRTHIOIEOIZHINT T, FROMIE /S H T EE CIrA Lo fifatk )
BEAF ORIRRBE I Z B35 3 HALE) TREWMUNENEICR Y, 53RYEffiHr (preprophase band; PPB)
DRSS (K5) o PPBILEE CIIBIE SN0, [ Y O3 X ToHaER (=
U, FETAEY) OFRlRSRE TR SND, 22 La s Tl ﬁﬁ_;ofﬁmm@ﬁ
LNBRWGEERD D, £, MO DI EWNEDOHRILR A LT, MNE DL D
RN ERBN TS, Y/ 7T PPB ORI HERA GERA) OnRbLBZ 0,
PPB (IFERKIR D3R BET L TV D IRAEAEAET DM TIIEAEE L, BIKE L CTIERFR
IRIIRE LT D DR T 5 (Brown & Lemmon 1988) ([X] 5B)

A B

( ) ( N

. J . J

B 5. ELiEMOMEELERIDOSEKE, FE  BNE FBE% KRE  ERiE. A EEREED
BEMRBAOHEER R, PIOELNHEFREEOERET S, PPB (XL, (B) v/ I EHOHEER
B, ARPOEFARALSFEERTEDORIS LGS, PPB [FEZANSTHL TS AITIEALRN
FHEREEZTY . (C) A7HEME ( HOHEAMBAR . 7 RATHICHIRT SBHBALNHTEET
BOEREL D, BEAAOHRRICHNEDERHN DG, RIEDEELFEL PPB AHET 5. (D)
WFEYOFHEEATREL, BOEET, MBEALVARSERGEET S &G AR RO
95, [EoEY & L-ATHHEART AT K S S LI PPB AFET 5,
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5. FLHLESEDRE

> A EOMBN TR BREY) & LTSN TR R IEE N LV, ZiIvE THEDE RIS
BFARE2BELBRADND Z &3 hoT-, UL, ¥/ ITHEORMINEIZOWNT 2
THEM S L <13 B ORIERRE TH DL ENF LR, 7 MMEROFIH L ATREIC
72 o T2BUE, MRRAEWFRREBLENDHY ) T OMIY AT MM S HIZKRE 2BL LD
NDHRETILRNTEA I D,

YV ) ATHEOMBEOBEAFER T AT 5L, FEEEY ORI TWEHEE EE 2 BN,
b2 FR O AT LD EE 2D ETEERET NV ERDDE LV, [ EEY O
HE(L DML T, M7z D OIEFHEDEDBEIM L, EIUEWIERE Y A XD/ hEL 2o
ZEIFEZL ORIERH ST EEZ LN T NS, FlxiE, HEREORERE & HREOLENH
F 0, HRERENE E L0 Lty (Xiong et al. 2017), F7=, X 0 ZhHB a7 ¢E)S
DT OIAIIIA TOIEE DO BB CHEE N ATREIZ R o 7o b Liv7e\, LT TolEsE
EhEE L, —ERORERMBIHERER, BIRAIZHEEL TH, oS OIEKER NNy 7T v 7L
LTS 2 L5127 o720t Liv7Zevy (Park et al. 1996; Trojan & Gabrys 1996; Koniger et al.
2008), >/ AETHZ / AESIH LMY, T E TR T TH O 2 -
TERERARDHOG T A D= AL E QLN AR > TE Tz, 5%, BE Y chifiad
720 OEFKOBOBEMN G726 SNFEERIZHONWT, B LV THLMIRDENE L
N, W OERROFZUCEE L TWD EEZLND —HOBETD I L, T 7
X ) 3D KX parc6, pdvl, fisZ2 OFEFRIEG 2 RKNTWD Z EnghoT- (Liet
al. 2020), E XY U BRIy aAf XFAFD fisz2 /v 7T U NERKTIE, BEEAFEEKD
FHRNE SN D Z &5 (Martin et al. 2009; Schmitz et al. 2009), FH %% / I/ I28BIT D
FtsZ2 DXL, Y 7 I EOBEAFERMEICEHR L THD Z L ARE STV D (Frangedakis
etal 2021), LU, HAREMIT, tho =z 7iEy<C 2y < bR R (3100250
R0, EFEAIIRY)) IR LN D T2, BAGTHD DA OFRET 7 u—F B0 ETH 5,

v 375 AL, R R R IS B D D RS T & LT LCIB MR
72 (Lietal 2020), #EFATIXLCIB # > /37'Hi, VL /A ROEDIZHo4 LT _fifbiksE D
WHEES AN 7 E LTI EE 2 50TV 5 (Yamamoto et al. 2010), & D& s 11Xl
FREMNZIZAFAE L7220, fklaE & e B O 3L CIIFETEL, vy U7 T8, MEER
W, >V 7 IrFEUSNO AR TIZ RN X D TH D, ML~ TO LR F IR
PR IC B 5 B s F 2 AR OMINITEA L, Y OFERMRICZE OMREZ 15 L &
I EWVIRAT, BRIEHD I T I RETAREDOEY L ) A RIZBT 20T #FEzET L E L
THDOLNTER, VYV AFELHT-72ET/VE LTHER SN TWS (Lietal 2017),
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1. [TL®HIZ
V) A EBRATROTEZEDHD NISIFELL RWEA S, Y 2 IROMFRZ TR

L CWRWE OO EURAE FERE) 1L, OB TY 2 ariZe@ 3 Z &iT#E Ly,
AKHESMH, #P CTHIAKAEFTT DT Y XY ) I (Anthoceros agrestis) TSz, HEEK
cm FEE DO WIERMKITE 72T, WICEITHmICEE L ThhvTcLES (X1), LaL,
BEAEE L~ THIEE L TAHAUE, R EEDXPINRNENEERIRIC S, B ik b &
Do BERMIZIE, HEANZHEET D & 5 ICAETRMIEZ (RET ke, GG S 1L,

3 \F’ Lo vl

e )

DHF. (B) LMY DHF.

s (A) EE

1. +HY %Y/ d4 Anthoceros agresti
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TEREONTIIZ, ¥ 7 /7T V)7 OIAERPECKIRIE & o 72> 7 T BT R 2t i
LI END, —JF, YV IROBEFERITIZDIZEAENTET, B0 eHmE TR
RO DAL, RIETIE 2 SOFLLMIEN S 72 2 [ALDMHAET D, faFFEDIEIC
ITFHE R 72 SRR B 0, Seimiliz Mg TRk O b, BREDSEITT 5, £ L TR BHE
DOHEA T im0 B R U, AR LT3 i S d v ), B2 EiEm o1k & L,
il oD = R SOHEE AR IR & 72 VR 7o S & R,

AFTIL, ¥/ A7 OEEER & R ROME & BB LOREIZONT, EEBRMETH Y
2T ) LESIDRE Z 3L TUN D Anthoceros agrestis Oxford &% (Lietal. 2020, Frangedakis et al.
2020) TOHERAETLE LT, EUHBEREZZZRBOBNT D,

2. ATHEMIZH T HEBADILIKEH DEL

Y ) AT O FHEALEIZ OV TEER) (2021) IZFEIAIE X5 TWDE D, IBFEDOR
BT — & % AT TSR MAT 2 HI1E, a F i BCRHRE T, > DL ol
L7=th, U HHE X ARG LIz & ORI SN TS (X 2, Puttick et al. 2018, OTPT
Initiative 2019) , % A O/ FEREM O R BE£% (Forrestetal.2006, Yuetal. 2020) & & HH T,
2 HEW) D R L BABIR O SLARERHI O BIR A 11 2 12777,

v ) AT E R TIET R TOMBBII 2 TNEN T WEERNE, X EEORXBINH
LEENTH LN, FABTIIREDRRMEDT L ITERN RS, LrL, 2 HOITE
A EDTENEENETH Y, RELORKEZ EODLa~F I X b EEETH D0, KEIK
MNCEZ D L XA HOIBHIBIFEEE L EZ O TWD, 2 LT, ifE TERTH- -
H A AN R D FEERITALE T D &0 ) B ZCESITTIE, a7 AL OB TRAIC
P13 LI NI RAHNIEI R CTH D Z E NSNS, Lo T, Ml 72 & OZERIK Lo
INSRIEEMIZ, DOTETHSTELDODHETH Y, o WIEREMEITEERO R L
EOWAIZ L » CIRLEIIZ A U7 "l RetE 3 FE R S LTy bd  (Mehra 1957ab, Naramoto et al.
2019) .

—J, YV AT PHERREETH D 2 SO RFHETIALET D E W IFH LB X FICH
STIE, 2 R OB AN IR U SEARIREN T 7 W EERR M TH o 72 LV S AT g
WF T 5, L, BUEEZAAEBZENEL, 12,000 7, 8,000 FEZHET 2 DI LT,
Y ABUTEG D8 200 AR L IRH DR < (BA)I12021) , O THFE LT
RERZERMEN Kb &0 ) ATREME D A E TE 2V, a7l oM eE, R TH 25N
THRL, EERERWOET28OLN LR DY TH - T, £ 20 HIERKRCELENEN
ZRMINTHEL LT & ) ATREME S & 5 (Ligrone et al. 2012), SRHEBIRD 225 (IR DK
IO ZHERZ T D2 OIXRH R CTH Y, 4%, HEMTFHINGE, 5 F3EFRIRFTRO R
2L, a YOO EBH LN Z L 2 ]fFT 5,
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v/ 3455 XAH
aRFIsM =378 YRIITTH
SXC-_OBP 7272235 EH VR TrES
G
M& Q -
> ERE =R :
ERM 5N Bk EEMN EEMN =EM

2. ATHEVD T L ELR KO ILIE K

3. K

Y ATROIERKIT, F A Y = A7 OEMESRRIR & 138 0 A5 o0 A SR IE HER O
il 2 o< BRI, SEERAMBIZ RO, LvL, BEREICITERMER SV, 54l Lﬁ
#r & IEONER, MEMNTRSRIL S IR A TERT 2 (M 3AB) o Efbes & &g, RS I
BT 5 X0 S LD, KL, FERAIEmANZBE A3 2 MR <, 4w (‘3/77
INNTTVT) ORI & 72 D AR, REAIIED 6 & <k L Bfaftcdh 5 AT,
Z A FHADOIARRLHE A OIRE L R TH VD, ZHOMPEANE 7 > 7' A FORIR & 13827
Do FEREOWENTIL, FRRITH - SRR Ch oL > 7 7 "7 T ) 7 oan
==L S D HAEREN T D,

TERMAIT A C & 2 THEHERL O FLRE Uil i Osi &, Z o & Co IR 72
KB OIZ Lo TS LD, THSEG / » T OBRITAAET 5 HimMiax, =24 LAtk

B () ZAD 4 Al LA (K3G) . & /AU Y 2 257 J& (Dendroceros)
DIx, FE M & A D 3H T Y HT AT A A0FIE RO THEN 2 FF200%, Z DEIX
I UM R E OGS IR TERE D BERIK 2 R, Y 7 T D Rl TR _mlﬁﬁ“
HZ D, ZOHEMIOGID H LNZ — ATIREMZRECH D EHEE S5 (Renzaglia
1978, Renzaglia et al. 2007, £ 2021)

B =7 OFERIEP i Rz 2 v F (Hiwfilaz A9 5MA) % 1 23>0t
L, ¥V A7FIFERICABRAIR KN 7 > Fa2F> (K3C) , £z, T HHFY /50
ERIKII DY ) T E RV, RS EERICZEOMPA AR DY, — R L TEED
JoTFEROXIICRZD (X3B) . Ll 2, THmMiaEZ Ede / » T CHAIE Ly
fa 2 THI Y SRR, £ OROMEBIRICIKNT, FERIKORR TR E M
HEEART Z EICHRT D, ZHORNT Lo v Fo 56, HimHMlE AT 525D ) v

FIEITL—ETHY, TOFLTOREIAGE, ML, FROGEABRBL TS 2 & T
A TTE D,
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s, 7
BATEIVTI/INOFIT

WEAOT 71 b

B3 v/ I7ROERE (A v/ I7ROERKOHHEOEXR, (B) FAYFV/d7
Anthoceros agrestis ®&®. (C)-(F) =7/ 34 Phaeoceros carolinianus DERK, KEIE/ v
Fo RRAIFMEF., * [ETHmME, O)XC)DFEDMEE, (E)IED)DHRMFED/ v FDHLK, (E)
DETHEIE, MFEZEEEAQ 774, BEAR 774 T EICBRMMITLEE, (G) Y/ I ENIA
miifE &Y LEOERXE,

R. Kofuji & M. Shimamura - 4
BSJ-Review 12:209 (2021)



FE BB RiI#R 12:210 (2021)

3-1. BFMLEREDOHELE

Y ) AN THMO a iy & RS, K0 EE L TETRREZEKR LD BIC
A OEREOTEmMRAEN, £l 2EA8E LT/ v TF2ROERKA~LEHET D (X 4,
5 . JFURIK & 1T protonema (2SS D INHEE T, a ZEY O3 EL THOL bvdH i
EDH L, FRESCEIERZ LT 2 EimMAL O HBLLIANI/ES NS #EZ S 5 (Nehira
1983) ., SEEEIC Lo THRIR, v— MR, SRO b DORFEL, ¥/ I 7T —RITHR O
RIEEDOL HEENDD, MTRIFEZICHEFE (germ tube) & FEEIL S MR AN BRI L2 E
ol O DL, FEIEEDEOOLAHARET, EHICHROEEEZ S 2R H D

(Mehra & Kachroo 1962) , RIHEEIXFLE T TR 25 2 ENHMH N TE Y (Mehra & Kachroo
1962, Frangedakis et al. 2020) , FH(Z X DFEREDE NI D TR SRk B B D % [k
LTWD00s Lt (K4), K112y, R OB S IXHRAORIRN A2 5 (K
4D) , F7o, FUREROMIEIZITHIRAS S B, Ml & EBTEMOT AT o747 1 %
FFo LB oD, FORBRIEIAIKL & ok B Sk, BT (58 ZHD 40
M 2 80 0 3 TESRNG (B 5D %) 2300k 2%, AT & 7 v F 28 (4 5E)
RET DI v FOEBEINT 5 (K5F) . / v FORIZIZEmMEATFEL (X 6) ,
FAENHET & v T AR T DML T/ y FIEIERT 5 (K5F, G, M7)

50 pm 50 pm

50 um

R 4 v/ I5EORFHF (A-D) THAYXY/ TJ5OBFRFAER, (E) =Y/ IJ50DELAEK
(RHFE) . (A) BFORDLEAINSRFAFIILT 5, B) REFEDHREARMZENTHL S5 ICRID
MRS REMNEASIND, (C) RHFEOHERARZENT 5L 5 (CHEOHMBIRNES 2%, FKind
TEHROMIRAESNIEDH D, (D) RFBEOEBAICRIDRBADIMET 5, (E) REBEORSIT,
REHEPY /) TTEDBILITELVDDH S,
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5. FAHY XY/ TrORAENSOEY FMROFERES RSN LIBE (A-D) FRiK, (E) Rk
AO—EH SERAOMEMNIBE > F-4%F (KHD) . (F-H) ERK, XRIFRBEET. (BD)IF AC
LRILEBEORARDESRY & ACDREDAAMNSRT- 3D K, (E-G)E/ vFEEREMNMSR-E
D, (H) G Oftdrm, EVRMNIE/ vF, > [XEHMEEETRT . XT7—ILA—=[FLFhH 100 um,

FERIRDOTEEIRITER M L TRV, JHPHIIK TN TV D, THImAIE AT O I 1%
MRS D (X6, 7) o [RILOFLISMAD K 9 72 2 S OMARa O D H 5 ABE < 73,
ZOBRIITWEFT A2 (M 7B, K3D, F) o B < BNCHNERIZHRRE DOBLE & TERE OMId 3 Rk
SINTWDZ Enn, fLAMEEROMILE 26O EHOMEM THL EEZHND
(X 3F KilrmE) . R U CHORIKDIE A 2 U7 550 Tk, WEBASEEIR Cliti 72 S AUk AL
DR B % (Frangedakis et al. 2020) , £72 / I JBOFEE U I FERARPERIZ IR Tl 72
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ST R X IRRE e N 2573 % (X 3A, Renzaglial978) . —J57, MiENEZTED LS
2oL BND DT> TV, 72 7 37 EITEEREO i 1~2 %Hﬂﬂ’ﬂ}ﬁi)%f;z)
e —7 %5 50 (3B, K5F, G) , m— 7 XIAGmMAL T < Jiigksm &AMk
THET 2 (Mehra & Kachroo 1962) , B8 5:M1 F D A. agrestis Oxford S&# Tl, ﬂﬁa)// =
THEEFERRY ) v TFPBIIEICRMETENERINDD, TRy ) A RIZIET 55
M E D DIIARATH D,

6. THYXY/ IOEM/ vF LM (A) EREZEENGREZLD, EVI XML/
vF. BRRFIRIR, B)AZXHAMNRE=3 D, (C) BRADEERADOLEFZET, BOF LR
DRBTHORZEN R, BERXRIHEF, (D) RIFMHERZESHMET, B, C DABRDRRTORF
. KERRIIFEEMADERER, * (TEFEHEE, X7—ILA—FFhE 50 um,

B7. +H9%Y/ I750REDEALETER/ vF (A ERAZEEISR-L0, EDO%Eﬂ(i/
vF, BBRRIIHE. (B) ADFKBERRTOMEE, (C) ADEEAIOHMEZLYF. (D) CIZFET
BFEAOXFEY R, EVVBRRITENR. R7—ILA—FE0Thd 50 um,

3-2. EfFE - ENHFORE

> A BUTMERERIRRFR DS 60% % 56D 5 725, [FJE N C & MEME[RIRKFE & MEME SRR SFLE L,
HEALOIWFR THH M OB X 72 L HEE ST 5 (Villarreal & Renner 2013) , SEBRRHE
PEBNT=Y /) T/ OFT )VFE Anthoceros agrestis |[THERERIEE T, EREeRDCITIERR S, &
INERITBEN TR SN AR ERATH D (K6, X7) . dibas, EIge & b IHEGN B
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ENCE 0 &Sz s-o< S (Campbell 1913) , FRIRAON@EICIE, TEE, v F b
BERARD P REBIZ [ 93 > T, FAENR L ICHEA TS EREEREE (RR) L EIREs AN e |2 Bl
Ihd (XeD, X7D, K8A) .

Y AT O 2 SR RIRRIC SRR O 1ER g, EIIER A TR 208, F 6 NTEIR
KON CTRAETDEATIIMMO 2 FiiY & X872 b, FrCERaIXER 2 (antheridial
chamber) & MEEAL D RN B IaTE LIZPEFT CRAET D &9, MOREMIZTITR ALV
ZFEO, —ODOIERERIENICIERR S D IERE OB RS L2 1~5 10 5 & 24k T, &
FEERED R B OO O _LEI, WEICH T2 o< 2D AREBENER IS (K
8G, H) , ikigaled 7= v OEREEIL, V) SO OB TSRS Lz & & %
5TV 5 (Renzagliaetal. 2008) ., EkEERIE 1M HIRAE L, RO/ ZME AHEST A A
D (K8G ) , WIZENENOMILTRYDHGHLBEAZT HHMEOFRHENRAY 4L L 725
(Renzaglia 1978) . ZOHBEIT O ENE X, HEBOFEMR & 72 5 Ml & Jeim O RS 128
oL DRl T 5, BB FFEL 725 EF 2 BREF S il EnE TN Z 31T DRSO
DN E, SMUlO—HIRE» S 725 Y ¥ 7> b ERNBIOERFTIEN D (K 8G,
Renzaglia 1978) ., B HH - ¥ A LIL, RN O 558 LIS LB LTc, Soumil
DOEE O T Y ¥ 7 v MR & TR 2 NN T D RN E, SRt OB 128
O DHEN) HTIHIBEBLTWDD, EAO—MIIZI T 2 0RmAHES 1T, PRI
2 FE DK & B 1584 D < DR OB I D DI 4 MBI R > 7tk & 9 MR T,
BiposTu 5,

Y ) AR OEREERIE L NEOERE ST, ERIRAT O R AR E 2 Lo
B, SMAl ORI ERERRE D B~ 34 L, NRIOMIIE) B IEREERN D < Hivd (Campbell
1913) , FREGHIIEAIEIE /753 U COMAlOME N & 72 0 WRIOFIa) GAE 70334235 &
WO RT, NEEMB L ORES FHEOERSR LTS EE b TE A (Smith 1955,
Renzagliaetal. 2000) , 2EH O OMENGY 7 7 B TIXRR LB AMBEEZ T Z 0N o
TXe, TNETHARHETH S TZHNEBOIERTN EDO X DI EIND D, FERAIEIZNE %
TR E I BESN DD HONT S, Y/ IR TIIH LN -T-,
EINEHT, SRR MmO BT D0 OMIZEEREATICE L TnD (X8) , v/ 3
T, FTREO M THIZ 3 BOSRENE E ZAHROMIA>< b, RIZZO
AR OMIEAW S L, NRIORIE S INHE & AR ia 2y, SMAlOFIE ) & 1 TS
A & ZHpE N> < 55 (X 8F, Campbell 1913, Smith 1955, Renzaglia et al. 2000) , & >4
S AFEOEINGRIE, FEICEH UMb 2R EH L~ gETsaTy /2
TR EIZR R DN, TR ORABRIZIEL TS, EHELOY ) IR TOBEND
EINER DR AW HIER DR & (XA R L b TETEY, g TORABE
DFIRFIDMLETH D,
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8. FTHYXTY/ J/7DEREDSR - EMNBORE (A TFEIMSRLERREK, EVVBORRAILENR
F/D 1D, KEORFRIEIERFND—DFIET, (B) TEICEH L TLHEMNBFD LR, 3 DDEINER
NRATWS, (C)1 D2NDERERE. NEICZHDEREFENHD., (DE) EINR, (F) EMBFORE
B2, (G) ERFORLEBIE, (H) ERFENDERF. SELHOLDIFEREBRENEATL
%, (F,G) DA —)L/N—I[F 20 pm,

4. 4%

MEEHHEY) TIE, D o2 T8, oY 7Y R, YXHEMOT 10X 7
70 Rk A IR REE T, MRS O T N T U T L OILAEBURDS BRI S
TW% (Bergman et al. 1992, Adams 2002), = Z7HiMICBNTY, 7 /A7 7 U T & DA
BRRFET 5 Z E B SN TV oD, 2 DOGE, 7 /27T U T ORI ~DFT
ERLFEMIANE~DIRANTH Y, D T2 ORI 2 R& L DO FlIZ A 720 (Solheim & Zielke
2002), L2AL7eH S, ZFAFHOUANEB =R LY ) I7EOT X TOMTIE, FERIEN
T N T VTR AT L AERERMET 5 2 LM b TS (Ridgway 1967,
Stewart & Rodgers 1977ab, Enderlin & Meeks 1983, Kimura & Nakano, 1990), > 7 /X7 7 U 7T
%, BEREITOZT TR, RAFOERLBEET oMz THY, WARREHA
TR LT, BELIERDET =0 LR EORY DT v aE /2 RRE CTHRfL L T
W5 (Meeksetal. 1983) . k2 biEM & LAET T 2 377 U 7IEE < O%A, KRIEND
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BHXUYaER/THY, KRREOFT &I ~T A b (BREEICFE L7 RE )
Db LTS (Vagnolietal. 1992), >/ I7JHTIE, 7 /"7 7 V7L, AveEd=7
& RRIEN 2 EEED & 2 IR & LT, FIRIRIE AN S 40 2 MR FLIZEE S S, £ 2
2B IERIENENZIR AT S (Adams & Duggan 2008) (X1 9A) , 5 AL DO PN ERIZ IR Tliti 72
ENTHBMBRAREET D, 7 /7T VT HMMEAL, BiEZ BT 5 &, RREFLIZE T,
WEBO ML FE BRI R & <R LT, AREE 22D (K 9B) .

b FAEMI D% 1T — " AX 2 T —FHIRE L OHEEITHI Z LT, RISV VIREST
BY, 4 [EEUEFMOEVEDEEICBWTHEREEOHREDERARESH TS
(Strullu-Derrienetal. 2018) , ¥/ I FADIERIEDONEITIL, 7T — /A% 2 7 —FHARE DR
ZRIOHEABRALTEY, Y EEEOLAEZB L) VEROELEREZE XD LT
FHELEZ 0605 (KOC) , ¥ 7 /7T U 7REEE OHATEEE GERE) OHOK
T, BAERIITASNRWE S Th S (Stewart & Rodgers 1977a),

O.H&EICEET AHE (A) EREA/ v FRABOBEEAIICHR ISR, BRIESHEERE-
o7/ N\ F)7OEHEK RILEITZ7) NEFXT-TWS, B) ERERTBOL T/ O FYT
DEERE, OEREAOHBIZESNAIEERDE SR, ACIE=DY/ d4, BlIXFAYFY/ a4,

5. B LM TFARDOIMEARLE

EIRER DT DITod, MEFEMAE & SR EIE R L, KR EIERICRAT L7
HOBENRHOT 5 (K8E, F, X 10A) , T HHF¥Y ) I TiE, —oDiEEaEONENIC
X, ERERSRBNEEBIESN, TNOLOMADS A IV ZIEIRFAL Tz, SN S
1%, R 2 BV THERIICHE T O Thh b X2 Th D (K8H, X 10B) ., i, fit
D 2 ki) & FIRE, BN 2 KROMEEZ > (X 10C) , B F - X A FTIE, Ko Eik
o> 2 SORLJE/IMAIE, BT TH TR L CIES2, Y 7T, BiOTHIE20,
7o, EFEAEDaTY TR OBITESCOICEREZ O CTHE L T D23y 2 S5
7T BN AR EE (dextral) Té % (Renzaglia & Duckett 1989),

Y AT, %, BT (ZRIN ORAIOsZITEINgR O L O TICE
2% (H11A) . 2, EpIOMIESZim S EINER O Ffh G st LT, BEICfA Sh
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LM e A AB LT > TS (Campbell 1913, Renzaglia 1978) , faF-{ARDHHMAS 20 Hl
falh b 72 2R, RO EMTIXEaAniZs v, ARicEL-ME (7107
> 7 2 amphithecium) & NHIOHMIFE (=2 K7 > 7 & endothecium) NE SN D, =2 KT
VU ANLIE, BTAEOFLEHE DD AT (HhEE) &R D ERR O/ TERR S
b MFZMRT DML, YA HELL OB UVETIED Y RV LABIREDR, Y/ 37
HTIET 747 v AEIRE &b (Campbell 1913, Lal & Bhandari 1968, Schofield 1985)

2L, WEEASNIZEALEEELRWY ) I E RRE (RA)I12021 28) T, a2k
T DR ORAEEFTILE < Do T, ZO%ORE TR RIX, ETF (Gel—2E5m) 5
MIZREL 3D THIND L)1 d, o &b O, MK 2 (foot)Z 4
L, O EOMFEBRD RO I 2480, o Bl Rodkimilz4 T 5 (K 11B,
C) . 7RO & & s O M X TR DR E O 43 %45 1E 95 (Ligrone etal. 2012)

10 FBRLEERBPOMEFRLE-ERHBLEEF (FHHXY/ TS (A) RBRLEERRZOD
M o (B) EFREREOMMYI A, ERIIHALE-BEFESLERSR. (C) BF.

SR o . ,

v \ A ,\“’. ‘ ﬁ\ K R " N 4 B SRR . Y "'Q}is(" ."F(.J
11 BFEOMPRE (DY d7) (A) ZRINOZVOMBSRE (KKR) . (B) 10 fMEKEH
S5HEAEVEFER, (C)B ERLBFEADIDDBEHONEETRT,
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6. AFADRRE

o> = k) & RIERIZ, R FRIBINEATE 21707, BURIRITIRAFE L TRET 5, HW i
FRIZEIRE (involucre) & FEIEAL D BLBIAH SROMERICEH TN TWD R, RET DIV, 4
LD B HZEEH L CEEBT S (K 12A) . K 12B I HHF> ) 27 Ofa Rk
A E efitWrim, X 12C [IZRu R ORWTE 2~ T, BT, BEERSr S5EAE T ORI R
KAEL TR L, BFEROH LWES & B & ISR AR T D, 2 O &Rk IT KR

ICHERF S D Z 213 <, Y AFOREE I LIS HOFRIRIZE 2 525, 0
XY A7 ORE, M AENE S B em FREISET 5 F TICHREE LT 5, RO IR
L, ERARIR O R IZ K o TEURIKICEE ST d (K12B) o Bl & fa 7R oo 57 i ek X
BEHE & MR, BUABIAD DI TR~ DRBROBEI DY L 72> T D,  JREHERTIX, B
(CHEJE U7 fiRR s, & IR AL, & A B0 CIRBLAB A & fa 7 AR TRilEE S
BN, 7 THETIREEERM O M O B HEZRIEE N B 55 (Ligrone & Renzaglia
1990) (%] 12D) , s U 7= B o Rl 2 8l53 95 &, HuEis Sl (=1 2 Z columella) ,
o Lok (F7ziTfBisr) , LR, REGEMRSEO LD (K12C) , #ifH3e-FEo
T OBLR DR T, TR ) T O 5E 16 EOMS TR S LTV S (K120)
it & FEYEARR O ORI TR & 72 0, B READ & R RERIRR S B 5 N2 &R AL
b %, B3R U720 1 3 F3ERENE A I 2 R L Tl 287 % (X 12E),
FaFREARAI IR KA ATV 4 DO 2T 5728, HRRRITRE S H e 1703, I
JE L7230 & 72 B, SRR SR FER DO RIS 2 Rk U722 23 S 30ia & 72 0, walmiES) &
179 R Z T 5 S H 5 A (Shimamura 2009), T4 %> 7 =47 TlrLs-k RERII AN AR
Fasy a7V, B OB E R > T AR 2 AT 5 (K 12F)

ZEAEDY ) AT, JAERIZ 2 SOFLUMIICEN K503 H 5 (X 12G,H)
BITOBIZETIX, Y 7 ITEOKILN, RO & Z IS T RDORE &+ 04y
HUZEI S L CTWVWD Z EDVURIZE LTV 5 (Renzaglia et al. 2017, Pressel et al. 2018) . & fLiZha
TFROIL TR SN DD, ST OMIZBRENIIFEE T, KILIFA T TWns (K
12G) o M2 EHICHR L, FLMaoMiaiE) g < 722 51296y, FLIOMAL o I AR FLAS
B & M AN ER ORISR, BT ARORBANMEES NS (K 12H) , ¥/ T 7HEOKILIT
—WMAICEE, ZOHBBAWICE EALMEAREL, AL DS Z &idkvy, DF ) — IR

FLOBHPAER) & LTSS, ABA X CO, 72 EDSMAIME S 7 F ATt 5 A B IR A %
RNTWDHEHTHD (Presseletal. 2018) , 1A X F X ) & O FLIIHIIE D HENEEE DFHAL D
e t, Y ATEOKILN Y T E B DWEEFFOZ LA L T D (Merced &
Renzaglia2019) , ¥/ S/ HOKILIE, AT R L ALAIH O b HAEY B AT o< FLAL
HERTNWDEEZ BN TS (Renzagliaetal. 2017) , —iEAJICBI &, FAEET 2L MMAIX
TUEHTHLMONTEY, BEEEDICET 2HENRKILTH D RN S 5,
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i . (C) BFAEDEMYIN, (D) MEERBOYIAE. (E) REATORFADEEREBFEMERICEL
SEBER. (F) BFEHER (G) BFHREHORT, H) BFERLBORH,

7. FELHESHBRDRE

KRBT — Z IS L TR FRIRIT NS, Y TN a O FEEALE T D & B
DTS TZBUAE, ¥ IEOFAE - TBREICEET 28 E OIS RO FME & £ oty
FIFRIROBEENE SN TWD, Y IHEEICHOWTOIAZN), TEREFRENRIL, 100 L1 1
EOBBRICES DO BHEL, BRNARFETHRFNTILENDH S, EREICIZE =24
LIEEE, 40 H L OTESMIIATEET 228, B= 3470 X 95 RIRT e A A RO R
BEFER LW D, IF A a7 7 A N TORRSED G CHEEOHIFENE =7 & 1358
o TWATTEEMN B 0, HBERFZEAR D B D, WHERRORABBIT OV TIE, 1k T
IZIEAEL TS L IICRZ 2B =T OB OWT, SrIEMMARITER BRI ST &R L,
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R RIS ISR A I B D P E N D & ) 5] (Shimamura2016) & & 5 72, = OHF
FEHNZ OV TIIEBERVHRF N MLE TH L, R AERORE BRI T D500, HEER
& EDTE L B2 BIVTERD, ZOREBIIRESER>TWND Z EDRIR SN,
v ) AR, KJIALOHELEE 2 D ETHERENFEMEI L B2 5D, TRICFEET S
KALE K7D, BB GERIR) RN A ES 2850 FLIE, AR P oD Al e Fr it
L TWERTHRILE HBERH Y, FAHIEIEREOIF R T Z & 2R Lz,
b EAEY) OBEL DB T, Bx 72X A T ORI 250 (R Z & ISP EO 72 5 TH
HIR, FRTAROFRONAES SR, SHIIRMED > = — MMM &) b Lz
IZOWTIERZICE S Doro TRV, FEAEOHIIN & TR -CTE S /0 25k 2 R =7,
TAERHDOINKAFT 2 ) DR IRORREERIZ OV, B2 B O -7 A AR
DFAET T T T AOMERRIEEEZ TR L TND00b Ly, 2721, Y/ Irofatik
IO TN E Z L TWe b O, B ARoZifkoiFih 2642527 7 2 1 KNOX Eis
F oS (Lietal. 2020, Sakakibara etal. 2008) 2 & » THEN RO THRET 5 Wb 7a AR
RUIZBE LI IR 5 Z L b A[RETH YW, [Horneophyton D K 572, v/ I/ L K< Pl7=
fa+E#4Fo, ML) =7 RIEHOnEcd DK b Licb ops, BlAEDY 2 T
DL FARDILEIR L 72> 7=] W HF 2 )5 (Kenrick & Crane 1997, Qiu et al. 2006) & FFFAfi4 %
RHRH DG Lz,

L%, BURMZeTIETY 2 IO, BRI, o5 BB T 2
& T, A BT DT O FREY) O R BRI R OBF R T2 72 B 72 5 &
HEBZBND,
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Y/ 30O EE R
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Classification and phylogeny of the hornworts
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1. [FL®IC

VAKX, UM, AL LI THERO 3 ODRGREO—D LRI TS, L
L, EL B ORI b2 E 2 D ETEERSMEATLE LTHER SR, TO%
BRI OW TR R RV R SN TE T, F72, TONBICBEL T, B ECX Ml
NCREEE DR (200 FERIE EEBEZHNTND) |, AP O BSOR L E ORI D
IRDERRIZE > TSN TE T2,

Bolt, 53 TR X > C, RFEBURBSIH LM E 225508, T ERFECY / 275
DIFERROFRmB L INL D ELTWD, LT, 60T —RIJAS ZITFANLIT
L INECOZHERROIEMEL R DR EREE LB H6ZFH L LTWD, 22T, #£
D D RIR L AR SEIEE & OBURIZHOWTIEER L, ¥ ) SH ORI & A% O
EICHOWTEZ D,

2. U/ ATEOTERREDERE
2-1. v/ A TEOSEERR

Y ) A FEIL 1737 4D U > R @D Genera Plantarum @ Cryptogamia Algae DIEIZ Anthoceros & L
THEG L TWD2, IRV BASR OIS 2% DI 1846 40D Gottsche et al. @ Synopsis
Hepaticarum (ZBWTCTHDH, T I TlE, ¥/ IFHETFY A HHIIOEIN, 4 B (Anthoceros,
Dendroceros, Blandowia, Notothylas) % &t D& ZITWBHN, ZD 4 JED 9 B O Blandowia %
WA OT T TV IO TH D Z L BRI LN I TND,

Z DOFEIRRITZIEARMITIT 1895 40 Engler & Plantl: Natiirlichen Pflanzenfamilien (Z331F %
Schiffner DFARICS [ E DN TN D, Z 2Tl 7 i & & A BT 6h,
V) AT HAFRMOF D 3 ODOHD S HD 1> 7 A4 H (Anthocerotales) & &L, ZDH
(2 7 37 B (Anthocerotaceae) 1 Bl & / 2/ KX J§ (Notothylas) , >/ / 2 /7 )& (Anthoceros),
X/ RV Y ) I (Dendroceros) O 3 J@a e KR Lo TND (1) .
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£1 Y/ I75rEOSEER  Engler & Prantl: Die Natiirlichen Pflanzenfamilien (1895)

Bryophyta 2 7 Ha#IF
Hepaticae % 4 35

Marchantiales ¥ =27 H

Jungermanniales Vw23 H

Anthocerotales Y/ I H

Anthocerotaceae Y/ I}
Notothylas Y/ I 7€ FX&
Anthoceros YV / IR
Dendroceros ¥/ ARV Y ITRE
Musci & v 55#

£2. v/ d7rEOSEER  Hassel de Menéndez (1988) : Schuster (1992)

Hissel de Menendez (1988) Schuster (1992)
Anthocerotales ¥ / =7 H Leiosporocerotales A¥Y /) I H Anthocerotales ¥/ I H
Anthocerotaceae ~ / I 7§} Leiosporocerataceae A¥Y /I F  Anthocerotaceae Y/ I/t
Anthoceros Y / TR Leiosporoceros A¥Y /) I )&/ Anthocerotoideae Y/ I B}
Sphaerosporoceros Dendrocerotales ¥/ RV Y/ I H Aspiromitus Y / I J&
Notothyladacea ¥ / I € F*%  Dendrocerotaceae ¥/ KV Y /) I5 %} (Folioceros H)® % & 1r)
Notothylas Y/ I € F¥& Dendroceros ¥/ RV V) I7 R Anthoceros =7/ I7)&
Phaeoceros =7V /7 IR Megaceros 77+ F¥ vV I7 R (Leiosporoceros HJ& % & 15)
Foliocerotales I¥~xY /I H Dendrocerotoideae ¥ 7 ® Y 7 / o 7 #if}
Foliocerotaceae I ¥~/ I/ Megaceros T7F+F¥ Y/ IR
Folioceros ¥RV 37 R (Nothoceros HiJR % &1r)
Dendroceros ¥/ KRV Y/ I7)&|
(Apoceros B2 & 1)

Notothyladaceae ¥/ T %€ F*#}

Notothylas ¥/ I %€ F*)§

J. Hasegawa - 2
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£3. Y/ d5EOHEFRR Hyvonen & Piippo (1993) : Hasegawa (1994)

Hyvonen & Piippo (1993) Hasegawa (1994)
Anthocerotales ¥/ I H Anthocerotales ./ =7 H
Anthocerotaceae 7/ I/} Anthocerotaceae 7/ I 7 F}
Anthoceros ¥V / I & Anthocerotoideae Y/ =7 Hif}
Folioceros I ¥~/ I/ & Anthoceros Y/ I8
Leiosporoceros AYY ) I7J& (Folioceros HiJ& % &1¢)
Mesoceros Leiosporoceros AYY ) I7)&R
Phacoceros =7/ IR Hattorioceros Y MUY /) I/ )&
Sphaerosporoceros Phaeoceros =7V I7 R
Dendrocetotaceae ¥/ R Y Y I} Dendrocerotoideae ¥/ R Y YV /) I/ HEfl
Dendroceros ¥/ KY V) I7 R Dendroceros ¥/ KV Y /) IR
Megaceros 7FF¥V /) IR (Apoceros B Z &)
Notothylales Y/ I/ € F*H Megaceros 7F+F+>¥V ) I7R&
Notothyladaceae /7 =7 %€ F*§} (Nothoceros R Z &1s)
Notothylas ~ / I/ € F /8 Notothyladoideae ¥/ =/ F ¥R}

Notothylas ¥/ I € F¥&

ZD%, V) ITENBIMNLT BT, Campbell (1907) (2L > TTFHFH vy IrE
(Megaceros) 75, Proskauer (1951) |\ZX > T=U> ) 2/ )& (Phaeoceros), Bharadwaj (1971) |2 X -
TIVYY ) 3@ (Folioceros), % 7- Hissel de Menéndez (1986) (2L > CTAYY /) I 7@
(Leiosporoceros) H3HTE & U CRldk STz, A I L TN FRRNRESND Z &IT
Ioleid, TORKNRLDONRLLTO 4 SOGHERRTHD (F2, £3) .
70k, TS OSSR RD YT Sphaerosporoceros, Hattorioceros, Mesoceros (£ D3 FERHR N
EEEE>TWRWZ &, 2O/ S ORBICESEEE RFT 2 LNRNEEXLDT,
Z 2T OFEFMICOWTIEaERm L7722V, F 7=, Schuster (1992) 2\ CiE, M EoRE
& LT, MOI¥EIRR TD Anthoceros \Z Aspiromitus, Phaeoceros (2 Anthoceros &> D 544 A
LCTWb, £DO—J T, Stotler & Crandall-Stotler (2002) | % FLEHIZ%F L C Anthoceros &
Phaeoceros D4 =T 52 L #REL, InK XRS5,

2-2. Y/ I7EORFERE

Y AETIEIRERIT e By MRS EFEROIERIET, B RITEERE DS EX3D
Y 2 ROMEWERIRMETH 525, FIZiTha A2V & < BAEMEOLER TEEREROMRICE i
FEEERATHILDOLHD, ¥V ATEOSEICROTIE, ORI L T AROES, B
RIZTIER S NS iE R, BRI S DT & R ORHEDNEE R D HRE L S T&E T,
F72, HERMEORE LI ORRL, GHET DT = ) — M EEWOEN G SKERED 75 R A R
THEE LTHWOLNTE L, LUFIZENG OFEOSFEFE & L TORMmZ OV TAT
WL ZEITT B,
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2-2-1. FAFHEDFZR

Y ) IFE TR ORI O AR IERIAED FIZSiH BN DL (K 1) 2 fRE7e i
ELTHBILTWDA, FUIFMAAED/NE < BAEMEOLRRIR CEURAOMFICE E 7o F ik
ATHLO0nHD (M2) , BREETDHDIXY ) 7 E RXJE (Notothylas) T, FHLIANDJEIT
TRCHE IR T Do ZOEWINH EEELREREH D EEZ BN, L4 DOBFRRD D
% Hassel de Menéndez (1988) LISk 3 D Tix, %ED L 5 etk E2HT 25> 7 A7 RXEIL
MOEIG, BB D WIEHEER O LV TR 2 50 ASRICR>TWD, ZOXH 7Y )=
7 RRBOSFICET 2Z 2 HIIAS ZITANOBIVTE LR, FaLDo /x> 2 24
FRFRBISH L TES LS E ST EOMNELX 52 TVWD, ZHICONTE, #RICEZ)NZT
FRFHT %o

¢
F -

2. ¥<2 +Y/ 3% %F K& (Notothylas temperata)
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2-2-2. ECBiADRZK

FLBARITEE & IED KB 2 WIERIKTH 578, TIREDORIZITuE Yy MRO L ORLESEO b
O, JABIHRIZEIAT S O, HEINSREREEICOTDH b0, HESCERICK L 72T
DEENEIEAZ DT D b DI E, A RIGIRDO L DONRDH DN, ZH 5 DEN TR L~V O3
LHIEE LTHWLNTE T,

B~V TOEIPE & LT, BT E LREN SR 2EEN ORI TS
ZENX ARV Y ) TR (Dendroceros) EMDEN G XA HEE/RE & L CRMSLTH
%o FTz, BERIKOPERICKRE 72280 (lacuna) 23865 Z L3 7 A7 )& (Anthoceros) & XYY
J A& (Folioceros) % &K T HHERIWEELZEZ LN TWD, £, ¥/ KRV Y 7 ETIE
FHRBIC R E REFDRHLFERH Y, ZHOIEFHRE LTHHINLI T ELH D,

2-2-3. EFEZROMK

Y ) ATFOEREIIE 2 2ORIRH D, —DIFERIRTE OAMEERSAHRINCELS L 7=/ &
TETEY (X3, MANCHET2LOT, b —D3EH AR THBETHRAINIC 4 Bi2hD
I L7-HfE N TETRY (K3, K EBEOMEOEENUING Z LICL>THBHATAHDOT
bb, V) ATRBEITY ) ATBITHEICEL, ENLANORITT X THIFEORIZRY,
J AR E I XYY ) AT RO E RET HIE L S TnWD, £72, BEROLAIL
1 DOIERGERPEDO NI LI DEREIRDTEREIND (ZNGEIT 20 B2 2 b5 D) 23, Hi
FOLGEITER SN D ERBROBIT I~EB<T, 1 HLIERESNLNWT vy ) 7R
(Megaceros) &% /R VY ) AT @AMODENLXBITL5FRED 1> SN TND,

B3 W/ d5EDERE & : Phaeoceros # =7/ 34 (Phaeoceros carolinianus) ,
4 : Anthoceros &  F+HHFY/ T4 (Anthoceros agrestis)
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2-2-4. FAFAREOSTTL

Y ) ATFORIARDRZIZITL 2 [HOFLLMaE AT 554 (X 4) 83&HDZ ERHBILTU
LW, KADNENELH Y, KILOABIIBZERT S L CORERFHLE SN TND, F /4R
VY arlge Ty ) A RIIIEANELS, EANZ 02 @ E 1 o0 R D W TR
FHZE & D ORI D—> L 7e > TN D,

B4 BFEREOSH (=2v/d4)

2-2-5. faF&iER

Y ATOZFACE O TIREF OB, BROIERD LIXLITRLL EOSFERE & LT
ANBRTE R, BFOINERIEE A EDORICBWTHAZHEN-ZAETHY, ZORIRIZN
R PU 5y - (tetrahedral tetrad) Z B3 2 Z Sk T 5, LirL, AVY /) I7RE
(Leiosporoceros) TlFhF23 F5HE~EEE (X5) T, ZAUFAEREMUIRIDYS3F (isobilateral tetrad)
(X 5) TERICHIRT 2, Y T FORAAIIREIHE Y 2EBEERR H Y, ENNEOSFHOEER
FEE L 72> TNDN, AV ) 7RO FIIRENTERIFEET2525 L TW5 (X6),
J ATHICEBT D ZDAYY AT RO L WoF ORI A Y ) A7 R ZA D@D B X
TOROEELQPE L EZ BN TV D,

faFDOBRICBE L TIE, /R Y)Y ) I RIS TF2HT 25 Z N ZDOREMDE
EXRBT DI DDOFERIEED—D L STV D,
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F72, BrORIIHEE~BEHDIWVTRATHID, larnmanialn) Zen=uUr )
arjgEe Yy ) ArREXRITAEERFEL STV 5,

BURIZOWTIE, ZLIFHEVWEF IR TH 50, FITIERICIET 2 b 0RH 0, X/
RYY ) ArBETF Ty ) ATRITZEOL DR EGT D ENEEERT HEELRVE
EINTVD, BHRROIEDN R LN DO EAHR LIE, XBIT5Z E083H 50, mHFIX
FIRIZZHIECTH D, 72, MIEWEHFFIRTHIPNENE L BET L H008H0, Iy
J AT BITEIUZ L > THO BN B KB STV 5,

5. HRARERFESTF (ROY/ T7) Be6 MFLHHR (RDYV/TY)

2-26. EHTHT7x/—ILHELEY

Y ) ATFANE, Mo NG T LT TR A R, U TY 7 480
IR DR 7 = ) — WIbEME AT 5 Z &AL TW % (Takeda et al. 1990), %
o7 x ) —WHEEWM DY ) TN TOSRERD E, V) ATREITXY ) TR
7 X< U2 (rosmarinic acid) # K&EIZEA L, TN DOEIZITe X~V UEBRIIGFEET, 1€
DYIZA T e Al (megacerotonic acid) & KEIZHA TS (X7) ,

Flo, VI ATEEITY ) AT RBLUAOREIL, SN T CHSR D BRI A AT D
23, ZO2BITITAFEILITA (Hasegawa 1990) (X 8, 9), HZFEEIEOMEDENH KK
HPEEMDOENE KL TND EE 2N, Y/ 37EeE vy IrEomts, Tnb 2
D, =0 ) AT @EE O X TORENDOMNMEE FFT H5HLE B 2 BTV D,

J. Hasegawa - 7
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Phaeoceros laevis

Dendroceros japonicus
coumn : TSK GEL-ODS-8DTM
solvent : 25% MeOH, 0.1% BuOH
and 2% AcOH in H,0
flow rate : 1 mi/min
y: ‘ '—‘ b 0

2 » % » 40 s oy ) ) E:) Yo ) [ —

QMM
)ML\/ Megaceros flagellaris Anthoceros punctatus
e i - ; tdeder 0 .
JJLULomthylas temperata ')“Lj
” A\l

HPLC trace of 2% AcOH extracts of six species belonging to Anthocerotae
B7. v/ 3ITEOERTHI/ —INELLEY. FOE—Y : AH70REE (VTF2) , HOE—
AN =V QI

w0

8. =¥/ T4 (Phaeoceros carolinianus) MAFL#AR, L& @G B EHILEMESR UV i)

9. SR/ I%4 (Folioceros fuciformis) OfaFLH4, L. BiBE HHAEMEBEER UV BE)

J. Hasegawa - 8
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3. Y/ 7RO FRFEFBTICEDIIH LULDEARR
T, BB F O FIFHIC DS S RFMTRIA<ATOND L 212720, ¥/ I5FHIZB N TH
2000 FARIC 72 0 S FRMAFITIC BT 22 < DIER § RSB R SN, Thuliko%, £
NETEIIE L BB NEERAMER SN TS, Z0OEE AR H0 & LTI, Duffetal. (2007),
Renzaglia et al. (2007), Villarreal et al. (2015), Lietal. (2020) 72 E03d %,
ThBIZIE L TWDH DI, TN E TOREBRIZE & FOISHASL T O RHBIR S 5V T
SRR ELTORTRERENER LTINS L THD, TOEELAL, (DAVY/ ATRE
(Leiosporoceros) ZAOTXTDY 7 A L GREIRIZH 5 %mlE L 5, ()Y / F7E R¥%
J& (Notothylas) % =7 /) 2/rJ& (Phaeoceros) LiTigDIE LT 5, ()= /) A7 JBITHAKEE
TR, WS OPDERLFZMEEGATEY, TAOEMYIORETD, GATY /T
PS>y ) T5EE, REL 2OO%8HE, 120302 ) 58 (Anthoceros) & & DTk
YY) A& (Folioceros) & Sphaerosporoceros % SieFET, © 9 1D[X=TUY ) A7 ER
X /AR VY I7E (Dendroceros) 73 EMMOT R TOREETORMAEE, (TN DHENHI T ET
&5, Renzagliaetal. (2007) & Villarreal etal. (2015) OfF# & HlZ U7 AHk 2 X 10, 75 1-RHD
WFFER A FEIC L2 LW IR R A 11 (R L, ERE ()~@) OOMHER L RO\ TE
2D T EITT D,

C O CHE T SERIEE 7 ¢ T+ \U S M3k

Dendroceros
F/RYY /5B
Megaceros
7HFov /A5 R
Nothoceros
F/R)Y/I5ERTR
Phaeomegaceros
=F3Y/O7RE
Phymatoceros
p— FTHAE®RY /IR
Notothylas
I v/ O ERER
Phaeoceros
ZOV /378
— |
Paraphymatocheros
IrHAEY/ITE "
=
Sphaerosporoceros §
D
) 2
Folioceros ,*7’
SYRY/O7RE y
|\
Anthoceros ]
v/ 3R o
Leiosporoceros f{%
A9V /AT R [l
&2
B

X 10. Y/ J45E0R#ER

J. Hasegawa - 9
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£ 4 DFRIFEICHDEAFER  (Duffetall. 2007 LIBF 2012 ZEIZL, Paraphymatoceros #3i&
m . FFETREINFELDE, DFREEBAICEDVTHERIN-7EH

Anthocerotophyta Y/ =7 [
Leiosporocerotopsida A / =7 il
Leiosporocerotales AYY / I H
Leiosporocerotaceae A Y /) I}
Leiosporoceros A¥Y /) I7 &
Anthocerotopsida 7/ =7 il
Anthocerotidae Y / ="/ HiAfH]
Anthocerotales 7/ =7 H
Anthocerotaceae Y / I/ F}
Anthoceros YV ./ IT )@
Folioceros YY) I7J&
Notothylatidae 7/ =7 & F 3 Hifff
Notothyladales Y/ 7 % F¥%H
Notothyladaceae Y / I/ & F *§}
Notothyladoideae Y / =7 & F FHif}
Notothylas Y / I 7€ F*g§
Phaeocerotoideae =7V / I/ Hif}
Phaeoceros =7V I &
Paraphymatoceros ¥ ¥ W4 €Y/ I7&
Dendrocerotidae ¥ / &V v / =/ diff
Dendrocerotales ¥ /KU Y/ I35 H
Dendrocerotaceae ¥ /K VY /) I/ F
Dendrocerotoideae ¥ / KRV Y /7 I/ #if}
Nothoceros ¥ /K )Y /) I 7€ F X
Dendroceros ¥/ KJV Y/ I7)&
Megaceros 7+ F+ Y /) ITR
Phaeomegacerotoideae 3 7 IV / I/ iif}
Phaeomegaceros 7 3IYV/ I7®
Phymatocerotaceae 774 €Y/ I/ 7
Phymatoceros A €Y / IT&

J. Hasegawa - 10
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3-1. ALY/ d4E (Leiosporoceros) D RIFRIGIE

A ) ATIHKA Y TWEO~ VT 4 =7 Bnh 1893 L, ) I RO LT (Anthoceros
dussii Steph.) & L CREi SN bDOTH D, TDH%, AMHIZHOWTER L URT L A S
Th-o7=m, 1986 272> TlE & A EIRIRFIZ Hasegawa (1986) & Hissel de Menéndez (1986) 73,
AFEHMD > 7 TEITITR SRR Ofa - 51 & 2B AE T 5 BRFsMH g~ B
TR\ R 72/ NI Ot (4 5, 6) ZAELTCNDHZ EaWE Lz, Z£DFE, Hasegawa (l.c.)
TN DR A DZENTIX =D /) I7 )8 (Phaeoceros) & ILET DRHABNDI LN b, ARz
Y ) A )& (Anthoceros) 76 =D ) AT7RIIB L, BRIZENE=TUY /) 7RO IR
Leiosporoceros & L 7= (Hasegawa 1988), Z#UiZxt L C, Hissel de Menéndez (1.c.) (a1~ & fa7-PU
DT ORFEMICIAS X, KEEZHEATY ) 37 )& (Leiosporoceros) £ L, TD 1 J@NLR5F
A ) A8 (Leiosporocerotaceae) % #rax L7-, HIZ Hissel de Menéndez (1988) (235 T3,
ZOROIRINSTR DAY ) T H (Leiosporocerotales) 723a% 3 S 4L72,

A ) A wR T LU OREFEIEORIZ L T, ZO LD BRRFEINLEIZE S Z &I
ONWTIE, ENEBERT 2 AfE (Hyvonen & Piippo 1993, Hasegawa 1994) &R SiL72i3, D
%, ZOMBEIZOWTZEAETREOND Z L3 hoTz, LU, B D5 1R L v,
ALY ) ATEITY ) AT IO RO EILBI IS T ) T ¥ B 5383 5 bk (o
TRTOY ) ATFOMKEE) ThHhoH I EPnRS (K10) , SRR\ TERA Y 2 37
i (Leiosporocerotopsida) 2MLDT T ) A5 FEEETe / 27l (Anthocerotopsida) (Zxf L
TRESIND Z EIZleoT,

A ) A DD XD oy TR ORERIT, KA LTI MY 2 FHRICIER,
BIRVRHEZA L THWDIZLTY, MEZRESBALUDOThHoT, T, AVY /=
I DB DWW TRRA 2BLED DR 22 4, W< OO BRZRWVEHE ] 5N S 41T
WDD, EOHFTHRBIERSNLDIE, ¥/ TR RO D EERIKN TOREE & DILED
KETH D, v/ T/ TIHIERMICERS IR U TER S5/ SR ERIROPEFT S TR AR 2K
ICHBAEL TWD2S, AV D47 T, BERIROFT IR AT 28R I P gy 4=
LTk (X12), tho>y s I EITE LI B> TWD, ZOFRHRL AT ) A7 %Mo 7
ATFEXBITOEERPELEEZ D LINTED,

ETAT, RV A7 T ) T E FN AT & AR I A L, EALLIS O
W BITE BTV, £, TN LT EZ 2 BHFED FHIL TV )3, Hasegawa (1988)
I3IRFET T BED Phaeoceros hirticalyx 1%, o TIX=FBETHLM, IEFIT/NS K@M FIFT
(X 13), HABMESELIIEELTEY, FRIKORE PRI/ NGRIZEITEDNLTE
= RRICRD LR EITE ST, AV AT LIEFICIETEY, WETACHEEZ AT
FT & B CRE M U 72 Afi%kAE (vicarious species) T 5 AIREMEZ TRIE L TN 5,

Phaeoceros hirticalyx % & 71203 1/MATIX, A 7 I EORERE L0 BT 5 A]
BEMEDR® D B2 TWD, 7238, Phaeoceros hirticalyx 13 Z1VE TOLy 1 RFFNTIZEHB WD THW D
, XFIYV/ATE (Phacomegaceros) DFRANNESTT BN TWDDS, ZDOoHr THWHHL
727BHE Phaeoceros hirticalyx Ti372\v, EOREHI=2——F U REL SN TEY, Campbell

J. Hasegawa - 11
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& Hasegawa (1993) (&> T=a2—I—F & RIpBiA- THET S 47 Phaeoceros hirticalyx % 352
RESNTLDEZEZBND,

12. RYY/ T4 (Leiosporoceros dussii) KENIFERARICFHRICHET SEEEZTT

B 13. Phaeoceros hirticalyx O3F, Z : KIMB@E, A : BIMBE REHNVFETHSZELITER

J. Hasegawa - 12
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3-2. Y/ d45E FXE (Notothylas) & =7/ d4 & (Phaeoceros) D%

INFETY  I5E RXRBIE, T TIClANTE LD IR ARORRRIRIC L - T, fthoy 2 =
TN OIS LT lE S SND T NS Ty, Baf Dy 1 RGMATII=" > ) 27 )& Ll
HWERICH A RFHETHDH Z L 2R L TND, ZOFHHRERIZESNTZ O 2 BOSFEEE %t
NTCHDE, FRIEOWNEBIZZEFTA 2V, EfGas OBEN AN B L7l H TE TV D,
fﬂiﬂ’ﬂqj@ﬁﬁ‘%ﬁi@iﬁ F1ME, REORHEN B L TWD Z ENGND0, ZILLDOEIZZD 2

IR OIVE T, ZO2BOILFIREE L H72T 2 LITTE R0,

//3#%F%Ek U ) A7 ROME—OIEIREFE L LT, la ORI & KOk
OES GRiEm) 12 “OrF 2T L7 (cingulum & 5T equatorial girdle) 2377E9 5 (14 14) &
WO ZERHIT LTS (Duffetal. 2007) , NS, =D/ 3AFgey ) I375E RXEER
KT LWL OPOENZD L5 I+ DREE A L TWD Z &1Thhro>TW5H03, 02 ICE
WTHIDEHIZR “DorFaTL” PELNRVITEATL2HELHY, ZOREOSIERE &
L CTORHIIZHOWTIE, TERFHERMITEZE D, ILROMEAPRELEZ b,

F7o, V/ IA7E RRE T, RARICRAD 72 <, FIZI3E (columella) A TEEL L 72y Vi,
B 7173 2 PR32 DT ABANCHAT 2/ 2R H 0, TORICBNTUI=D Y a7 &
FoleESTWD, T HDOFHBIFIF AP IEF NS < BURADOMFRIZE ENLTWD LD
ZEEBRLIEMEEBZONDGD, Y ) AFERXEE=TY ) I REORMKEIRIZEB VT,
ZOEIEWEEITHTHNE NS ZE L EERHETH D,

B 14. 3=/ 34 Phaeoceros parvulus (Z£) &V +Y/ T4 %E F& Notothylas temperata (7)D
BF (REF X215 LEFT)
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3-3. =Y/ d4& (Phaeoceros) DEZR#ME

=Y 3@, Y/ 37 (Anthoceros) & & HICHFRFITIALS AL, &bV TR
KR Z 2 7oy 7 A7 ERET DR EAMS, Z< 0N ZORBIZHHINTE o, LaL,
RIED 3 FRHATICIB N T, =V Y a7@e STEET 4 SORFHIZ 0D Z &
DRI, =UY ) AT@NOMNLLT 3 DOF : ¥ A EY ) A7 @ (Paraphymatoceros),
XY AT (Phacomegaceros) , 777 A €Y /) A& (Phymatoceros) H3Hax 47z (1% 10) ,

INBEI3R/OBIINET=UY ) ATRBITPAIN TN, TUI=TY ) AT EHBRD
LI BFFHRIZ L > TERSN TV D T D AWV T 26T 5, FRRIENEICZ2iT i M,
TERE R DIABHNZ B LT 6 TE TV D, HURDSIEBERIZIEE Ly, Ml o3ER A%
B1LOThD, ZULOREIIVWTNbG =Y I rEaEa0 4 BOLFHEE
(symplesiomorphy) &5 X HiLD, Hax SN2 3 BEERT DIWENRHILNDL L HIZRY, £h
ZNDRBEZFHEASIT HIEI RSN TWDN, ZI D OIE O FI72F MBI L Tl E 61T
a2 BN HD EFEZ BID, LLTIZ, 03 BITFHENI & RS VTV D IBEIT OV TE
BT 5,

3-3-1. Paraphymatoceros (v A4 €Y/ I7RE)

OB T, FERIEOSEIEOMEEIZ D ¥ H A BRIE S A TSRO (tuber) AATERL SN
% (K15 . ZOZ LB ENDZDROFHEE 72> TWDLR, ZOXA TOUIFIIZOR
IZRFR7R b DI DDy, FT2 ZNLISO ZDOROFHE L STV b iEksgsOE R glieh 0%, -+
IROZBHRIIN > T EREMIRS| D%, Ko1K i OGS (Hissel de Menéndez 2006), BV / A
ROMENIER(A (Duffetal. 2007) , 72 EORFEFEE L TORBIIOWVWTE LRIV EEN
T3,

2mm

15. Paraphymatoceros pearsonii DIERIEREE
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3-3-2. Phaeomegaceros (23w / d7RE)

COREERTDEL LTI, BREONERICZEFTRZR, FERRICE L/ A R3320,
FARIZKILD B 5, BT D1 CAREN B OEAD & DRI MEEZ LT\ D (M16-4) , 72 L
BTN TS (Duffetal. 2007) . LrL, ZADLORHEDOTT, M1 OREOMIEZ RN T
1T, ZOBRIFARIFELITIZE AR, D FRHIEICBVNTIL, ZORBDORMITITPRKE =2 —
V= NED 7~9 FNEL TS (Villarreal et al. 2015) 25, ZDRDZ A T ThHh D
Phaeomegaceros fimbriatus X3 7 27 PED Phaeoceros foveatus & FIEFIZ L <ELITE Y, W& 3
HAECH 5 ATREMEDS RIZ ST D (Hasegawa 2001) . 51%, T @ Phaeoceros foveatus &g ¥ C
DBMMNT L TRE OFHMEN L EI D, 728, 16 1 Phaeoceros foveatus DY§-% R LT H D TH
2o

16. Phaeoceros (Phaeomegaceros) foveatus MREF £ : RiMBE, A : &DOEE

3-3-3. Phymatoceros (+H4 €Y/ I7E)

ZOBIZIX 278 (P. bulbiculosus, P. phymatodes) DFHDFNHIVTNDHAS, iRl Ham U7 RS
FERIRNE R IRV MR O JEIZERIROIEMESE (uber) ZTERKT 2 (M17) Z&THD, LinL, 20D
KO A TOEMIEIIAARED I Y 7Y ) T4 (Phaeoceros laevis)|lZ HFNHILTEY, ZOE%E
ERT DNFVEIZOWTIES LR OIBANBETH L LBEZ D,

17. Phymatoceros bulbiculosus QIERAFIEE
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34. v/ 3d7E (GXR) OER#FME MO ERE DRKER

Y AT EIE, BERIRPERIZZZRT (lacuna) 238 %, EREARD Y ¥ 7 MlREAS 4 BEZids] (2
3, WFPENENIFHEIZ L > TEERIN, Z<OEBZDORBIHHASNTE L, ZThb Ol
DZ% < W3 FSRRANIRHT SIVIZHRER, T OROBERMMEDHEER S LD Z &7 7=, Villarreal
etal. 2015 CTiX, XYY/ I7JE (Folioceros) 13> / A7 J@DRMNE CTorls L7e Z L DVRETN
TBY, IvXY ) aA7BEMNL LB E LTIRY D N E 5072 8, SRR s>
TIEFR 2 LI L LTS, FRfcBnTE, AYy s A7 estoy 2 35561, 2o
DFRFHET IO BIARDY /) A7 )F (X-vXY ) 278 & Sphaerosporoceros &5 1e) & Z LIS+
DT XCDENOIRHEHDIIND Z L 2R LTS, EREERO Y ¥ 7 MR BRI
HINEIMIL, ZOFRME LIS KM LTEIE L EZ HILTWD, T TITY /) ITHOGHEIED
HORSINEE DL, REOY ) ATBIIEET D7 = /) — W MAEEMOFERMLOE & 13587
STEY (K7) , fo)ELiEs THUSRO IRV (K8, K9) . ZhbOFHE IR
J AT BOHRFMEA T 2RHILE 725 T D,

4. BEEWEYICETSY/ J7BEORRME

Y ATFEIIMORE FRE) & B2 DD O ORHEIZeE AR LW, EhbiE, Mkt
VL A REFT DEERRN VT D, #EFORMIOZHEBMT M TH S, KD sy
FHEREDNAT-RDHSBI & 0 B LUHRRZ BICH L B Cnd, EIREA RO b
TG, D7 L HE/ODOFTIL, ERERERZ FOMIZERT 572 L (Smith 1955) TH
5, ZOMICh, EETDHT = ) — M EAMORERMSC, BERMAOIHIGE I, otz &
BNIRNWTF ¥ FNT T af RNFET DI EREN, V) I7FEORRME L L CRfishT
W5 (EA)I11991, 1993),

TS OFHERE EREZ 3\ THUERIIE 72 O, IRAEITEE /2 D)l 5 Z L 13 L <,
FDT, BENDY ) I EORHIBICOWTEEA REZDMRERENTET- (X18) , 2D
RE 2B DIL, >V 7 AT i) & & A FEODT 258 Th 5 (Smith 1955 72 &,
1 18-B,F (ZHHY) , /A7 a2 iy (B o+ 2 A5 OBl 258 ThH D
(Hy 1884 72 ¥, X 18-A (ZFHY), ¥/ A7 FITMOT~TORE A7) DAL L Tk L7 R/ift
Téd % (Schuster 1977 72 &, [ 18-C 72 EIZHHY) 72 & Th 5,

ZNHOPUTE L CEFRIZRBRENI R SN T IR 7208, il D RFricB VN Cixy
J AT D FZEANLEIZDNT 3 DD AIEEMED E WA N RSN TWD, £D 3201, OV /
=BT EAE O SRR DB Tyl L, 2 Coke Lt & ikt L 72 % (X 18-A) , @Y/
S FITAWN RN (Setaphyte: & 30+ H A $H) & & BICHRFHREL 22503, ZDOHEBITAL
B35 (X18-D) , @Y/ AT FITHEAE T & BRKREL 720, 2D LA & 23
WikfE L 725 (K18-F) , LWHbDTHD, ZD3HOFT, FLAINMEESNTHEDOR @ (K
18-D) TH DM, ZDOEDIMED TR L DI, v/ IOk BRI IR S
= RIS BAFAET D, EHOEZ L LTCL, Y IEORAA IR RS E LA R
CxZ2WRY, v 358 E Eit@ (K 18-A) ORFEIR (V7 I 8a% e Y ORI
& SHFBIHR) b AERR L9 I X B,
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G R
A B
v/ 358 A%
24
v/ 48
HERNET TR E
Ve SWa=Cs e
A% A% v/ 348
YERHE BTN BT
248 2158
Wa=Ce
v /48
ERAEN $ERHE

B 18. ChFEFTRESQ TEELEMO#LLLRBER Puttck et al. (2018) & YKZE

5. FELHESERDRE

Y AT DD IO NS 22 R C, R RO EREOREICE L T FEIC L
STEZITOENID DD, FEAMNIIZ U ERE A58 T2 < Bl E L= 082 o F
ICEME SN TE T, TOX I RO ST EIZBE LT, EOEASIT 78 £ OFH
ITEFE S T T EASNTTIE RS, BBRICZTANON TE B X FIZESNTfThh T
7~XoIcEz %,

ZHUTK L C, Hyvsnen & Piippo (1993) <° Hasegawa (1994) 134555 D FEE - T, ¥/
SO REERE N T D Z L BRBAT-D, ENE CTONFRRERELSEETTHLHIRHL
WIS BN o T, TORERO—IL, ZOOHTICHW BT R E O ERRE~DH
RN TR SN TWNRIN T2 Z EIZH LD TIH RV EE XD,

LN Uialt, BEAAZATOIND K DT o 1o T RfftriE, >/ S EORMICEHT 52 E
TORRERESERTHMEREHT-O LIz, TORTRROLDIE, APV AT @MUY
J AL ARERICH D NMERECH D L LI ETHh D, TR TIE, Y S5 RYBEE
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=UY ) ATBEIFNERECH DL L LI L, WERO=0Y ) I BITHEARBRECTIER <,
WL ODDREERICT DA G A THWDHE LI L 2D LN TE D,

ZDOFERIZHEASNT, DEREOHHMIN /2 INE 9 L LTWDER, EEHDICHE1055
NI > TWRV, ZOBLEN D DBIFEITR T2 & 72 DB RDRD b T\ D, £z,
BUED 5y AT OFE % & BICEMIC T H72010E, D5y /) S EOMORE % W
THMNENDHD, ZNETOHETIE, Fbni=% OPHEIET AV H, =a—V—F 0 FE
DHLOT, HARLHET VT HEOLDITTE A LHEDRL TR, BARSHEMET VT I21E, 538
WEE LT, E0Mi0"%—nt U THBYENENRE FEL TV D, I OFEOMHTIX
S OICERZHARAZ BTG AEEEZ D TWND LB X D,

b EAE O T ) IO FRFRIMEIZE L TIE, Y STk FAEY) & 1355
TARRIAN DL LT E WO BZ HF b HDHDT, DL 5 70BN EBRE LI Riilr Moz
E, DIONE) BRROLATW D,

-2

AROPEZRREIN, HeE5% L T FE o ABRFEOIFERE L, 20y ) 270
GEEMHTHZEEHFAILTCFE -7 U7 VRSO J.C. Villarreal 11, > ) I MO ARES.
BAEAEL, XFE - KIROWEIZ T < 12 & o T2 IR IET OIMAEHR, FROF = v
7 R OEER TR REZWICIEWERERFOMAAR—RIZE BILH L RIFE T,
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