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Abstract The plant fossils found in the Haikou Formation in Qujing, Yunnan Province, are typical
representatives of the Middle Devonian southern Chinese flora. The plant assemblage is dominated by
lycopsids plants, including a large number of endemic plants, known as the Haikou flora or Xichong flora.
Based on new materials from the Middle Devonian Haikou Formation of Qujing, Yunnan Province, two
lycopsid plants are described, namely Lepidodendropsis zhanyiense Zheng, Wang, Li, Liu et Xue sp.
nov. and Minarodendron cathaysiense ( Schweitzer et Cai) Li. Lepidodendropsis zhanyiense is characterized
by simple leaf bases arranged in pseudowhorls, and its false leaf scars show as shallow furrows extending
laterally on thin axes, but show as a more regular M-shaped structure on thick axes. Sterile leaves are
undivided and linear in shape. Sporophylls are spoon-shaped and aggregated along fertile axes, forming an
extended reproductive zone up to 18 ¢cm long. Elliptical sporangia are borne on adaxial side of sporophylls.
New material of Minarodendron cathaysiense displays similar morphology of axes and leaf bases as to those
described in previous studies. Based on such new materials and as well as computer-aided modelling and
taphonomic simulations, the morphological variations of leaf bases with false leaf scars are discussed,
demonstrating that the M-shaped structures of Lepidodendropsis zhanyiense sp. nov. and other similar plants
are probably not “leaf pits” as previously suggested. The Middle Devonian lycopsids shared similar,
primitive leaf bases, and some types evolved large-bodied architecture e. g. tree habit, indicating their
similar evolutionary grade in vegetative structures. The Middle Devonian lycopsid floras in South China are
mainly distributed in fluvial and littoral facies and show a high degree of endemism, indicating the isolated
geographic position of South China. The above results further enrich the plant diversity of the Middle
Devonian in South China and provide new evidence for the evolution of lycopsids.

Key words lycopsids, plant evolution, paleogeographic distribution, Haikou Formation, Middle
Devonian, Yunnan Province
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Fili b A e M i b AR S R G2 ) il ( DiMichele and
Bateman, 1996; @ #f JE fl 48 ¢ KWI, 2014; Xue
et al., 2018; Capel et al., 2022) , HiRZH & F i
YRR W) SR AL KR MIE O SN 4, ARk
LN HFE WA id & (Capel e al., 2022,
2023), hy T fifk S B b A B A Y B 2 Al S AL
il T W AT R

heRE G E )z, FA REEY L

Fagk — 4 (b 4%, 2015; Liu et al., 2024),
MAEYX R EEAFEWI. W, aBFBX
(ZEHE M EPE, 1995), MrY X & A 4
BRYEST A AR 2 8 Bl U Leclergia, XA AR 22 4 7 Pk
J& Ff, 4N Minarodendron . Longostachys. Yuguangia
45 (YETEPIAERE, 1995; Hao et al., 2007), =
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B30 7 PR A, IR S e A ) R G R )
#t (Hao et al., 2007; Wang et al., 2007) ., 7Ei%H
Piferh, AR E I AR Sl AR
PEMR (Hao et al., 2007; Wang et al., 2007; X ik
& 2018) .

BT o rg g R A g A A R,
HHGE T 2 AR A, B AR EEAR BT A
Lepidodendropsis zhanyiense sp. nov. F1 4 H /N R
Minarodendron cathaysiense, Xt B2 5 BRI uF
TR TR, JF&5 5 4 R rp U8 7 T R 30 i) At £
PARAEYY, T 1 X — 2R HE 00 v Al S Iy B )
Ao WFFEMCRIE—L F 5 TR PRI Y £
FEPE, A FA B A W i s AL 4R AL 1B A4

1 R, #B57FE

AWFSE BT PAATFR AT 2R B 2 F A i 3 i e
P geie V2, A= JUA T30 6 X R VLA PR 7Y
MR A3, GPS A& h25°43'7"N, 103°48'22"E
(1) o 1 4R IRLE B 2R A 3 5 T AT 2 B 2
NEESk, EE NG TRk 1 GRl R ER) FER
k2 (Rl B#) o mmma v B ONERE . S 0k
M . h—amkib s, B Ah 24w F AR I
FRUBE [0 B 23 A8 B, € [l 2 [A] 5 4 ik 4 M 6 R
(B 2) o a2 NPORL S, b k7 ARy £ 5%
Bit, BRARE/NE N 1~2cem, FREN 4~5cm, 4>
SR AT RRAR T 3K 8 em (18] 2-e, 2-f) , J& B 2 B0 4
—Uf, NIE 2 ) R AR 25 S e . W e AR R
KR, A2 & EDEKE 2-b), & LR E,
JRy ¥ Al DUARCIR 52 4 J= B B AR S B = B (] 2-¢ ),
ASCAE A JRE [T ) T8 e /0 o) S 342 2 1) 9423 Ul o
i a s s, B &MWL n (K 2-g). &6k
Wa b DR A A BOML B9 7 9 22 T (& 2-d) .
B SMULEE BT, FRORE ) T A T 1 2 TORR ) DAHE RS
Sl T S S TR TN L LN | INE K RN
JE A, B SRR, RV A AR AT I 22 45 00
EY)E B B (B 2-b), SN R T B R AE
SRS A DL A 0 T A TR — 2 T R

ity b DX o Yl R g DN R B AR IR R 2 4
AU R T (Yang et al., 1981; FHET-4F,
2016), J5 2 DA NP A I AT A (S EH
&5 1994; Wang et al., 2007) =g FR T LAY 6
M4l (W RAE L7, 1988) CH R %4
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Fig. 1 Maps showing location of Zhongcun section

in Qujing, Yunnan Province
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WHHT ZaMTEsmEY . Wi, K&, #
TOM A X & (Hao et al., 2007; Wang et al.,
2007; Liu et al., 2013; Xue et al., 2016) , I R H
B S Sy R e A e ), R TR E
2§ & BT Bothriolepis (158 40) F{EHH &
Geminospora lemurata-Cristatisporites triangulatus By,
Archaeozotriletes  variabilis-Cymbosporites  magnificus
(AL E BB &F, 19785 ZEH [, 20005 HIZEA
FURM W, 2005) o DATE, 1R 14 & A A A2k
Y Yt 45 Minarodendron cathaysiense . Yuguangia or-
dinata . Lepidodendropsis arborescens J. Colpodexylon
variabile % ( Schweitzer and Cai, 1987; Hao et al.,
2007; Liu et al., 2013; DLz ik figitiy, 2017),
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a— AR RS, IR K 1 m, 3k 4878 Minarodendron cathaysiense H)SR 4 5 5 b— 5 M AR SRR D &, 00 1A P 3 ] L 43 3 1o 3 ) 1) &
B, LSRR Z WA R, HHR Ty o— TR A AROIR 38 45 2 BRD A MU I S b A, I EAETERE Y d FBCRER AL, IR
K20 em; d—FERME A PR ZE LA, WHIRK 5 em; e—BRE, BRAEAEWIE 8 em, HBIRK 5em; (—BRE, T, HARK
1 em; g—K 2-a Hp#i 3k T 78 Minarodendron cathaysiense %4 35 0 25 T R B4, H AR K 10 em
B2 2 p s R T A A Sk B

Fig. 2 Outcrop photos of the Haikou Formation at Zhongcun section in Qujing, Yunnan Province

1, HH Lepidodendropsis zhanyiense sp. nov. X% H
ZHb e EE AT, B Tk 2 T,
Minarodendron cathaysiense 3% 4 B #% sk 1 T ¥ 19 #
WataZ (25 | 3) o bR Tt
KEEHBR 5 23 0] B 27 2 Be b BT WA, g5k
PKUX23001 F PKUX23030,

N s R A B AR, SR AE S I
PXARABATEAE, AL T E WA, S
PR AT BEAT BIOVAR B o Al A7 O TR 25 2 0 R
H Image JBCHF, BERHERR B 22 181k i CoreDRAW
B
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Fig. 3 Lithological column of the Haikou Formation at Zhongcun
section in Qujing, Yunnan Province, and the beds containing

the present two plants (arrows)
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2.1 REHEYF
A Lycopsida
H . BIER%E Incertae sedis
J& Lepidodendropsis Lutz, 1933
1R Fl Lepidodendropsis hirmeri Lutz, 1933
Lepidodendropsis zhanyiense Zheng,
Wang, Li, Liu et Xue, sp. nov.

FAE: H BB e, iR R E
KB, BEE8RA] . ik B EAIR, 2
PN SE AR ) PR MJE o B FR A 7r X, 274,
BLIE, K6~12mm, /724K, AZEHK
S, g T A T, K S ~8 mm. {0
FEZE S EHESIE B D 18 em Y EAE X, il T
MR, &4 THE AT Mm, K 1.8~
2.4mm, %% 0.8~1.1mm,

= #r74s ( Holotype ) : PKUX23009a ( [&] 4-a)

B FRA . PKUX23004 (K 4-b) . PKUX23006
(& 5-f) . PKUX23001 (¥ 6-a)

WIR: 4 zhanyiense R H AL A7 R 5 il 45 X
DL BE

TR R R AL s 2o v A s T A X R A ] R
e f ity 1 4l

RTFH A dU T KA MK 5 25 ()R 2% 27 B 1l T
LE7R

JRtE 8 AR H Protolepidodendrales
JE IR 85 AR Fl Protolepidodendraceae
J& Minarodendron Li, 1990
R Fh Minarodendron cathaysiense( Schweitzer
et Cai, 1987)Li, 1990
Minarodendron cathaysiense
JANFRZA : PKUX23012 il PKUX23013 (& 7)
TR R R AL s 2 g A s T A X R AR )
e ity 1 4l

2.2 Lepidodendropsis zhanyiense W)431E it

2.2.1 EH, MEREFM

[F] )2 08 A7 19 25 T 43 g 4B FHL AL (18] 4-a)
B, o0 U 44°~80° 8] 4=b 4l
BRI MAIE (80°) 433, IR 2 4~F 4L,
d-a B 2 XA R Rl (fik), H
OB R, UM RS IE BT e 2 UG A
Bz AT, Hop R A7 i KR AIAK S8 em, 5
2y Smm, MABMZETEN 2.5~2. 8 em, fRAFIIIRK
KIEAN 13 em, MAR ML L #5177 05 40
Bi—2, HY5MBRFER—GZm L, NLEXE
IR ENE TR — Y (E 4-a) .

2R AT AT AE A (I 45 B5) o A
fif it 5 B R AR RS, A TR Y BB 2k K F-
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a— [ J2 PR A7 MO HLE AN AL, AR S5 — RN 45 — B, #FSkom 28 T4 UM A B, #R A5 PKUX23009a, IR K 5 em;
b—4ike, TR, EENFEMA A, KA, fRAS PKUX23004, HOB R 2 em; o254l #0819 R A PR A RE R,
T L 2k e i MR A S Y o, 20N LS A PR AN FR I, AR AR S PKUX23003, LR 2 ems d—HLEL RARAERY I EE, AR A
2 PKUX23005, HHIRAK 2 em; e, (—XfIFBIAE AR A, FrAsS PKUX23009a, PKUX23009b, [@il R4 S mm; ge—404L F oyt H
it EIERS, MT MR, fRAS PKUX23004, HHIRK 3 mm
K 4 = il iR I i 4 Lepidodendropsis zhanyiense sp. nov. {250 A F
Fig. 4 Axes and leaves of Lepidodendropsis zhanyiense sp. nov. from the Haikou Formation at Zhongcun section in Qujing,

Yunnan Province

HE, W Z R A SCE M MR ONE S, K (B S-d), AT MIBTAR X . — 2B B A
1.2~1.5mm, %% 0.3~0.4mm, %A/ 8~10 0} FIRE(E 5-b, 5-f, 5-k), Hfbh—gLlJg, A
o Kot EE LM SR R AE, (B AR R BRSO REAS ) A PRAFIR S o — LM JE Mg A B3
AR, MR B KRB ATIBRTR, 5 PO i 38 (T 5—h, 5-i)
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a—HLA B gL, AR5 PKUX23009a, OBl RAC 2 mm; b—4Ik R0 Ay M35, H HEEE R B, brds 'S PKUX23004, L@ RK 2 mm;
e—qIBCANTHE, fRA S PKUX23009a, H Bl RO 2 mms d—Ri AL PRT7 B9 I 7 263, W KA 8 i, Fr4 5 PKUX23006, B R 1 mm;
e— 5 AL I A G AR B S N MR S, ARAS PKUX23006, PR T mm; (—F MURAF A9 03k S Z2 TR 48 B, AR A% 5 PKUX23006,
ORI 2 mm; g—0AL B3k, FRAS Sy PKUX23004, (IR 1 mm; h, i—HA (h) #4080 (1) BAFERBOMIRRT L, AR5 o)
HJ9 PKUX23009a, PKUX23004, L) 0.5 mm; j—HIE BRI RIEZS, FRA 5 PKUX23005, ELBIRK 2.5 mm; k—40K: F A it 5 &
BN RBHN K2, bR S PKUX23003, HEBIRK 2.5 mm
B 5 =g il i A S 1 i D 4 Lepidodendropsis zhanyiense sp. nov. [ 3L 2%
Fig. 5 Leaf base morphology of Lepidodendropsis zhanyiense sp. nov. from the Haikou Formation

at Zhongcun section in Qujing, Yunnan Province
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a— I X MR AT i — T R E Gk (L LRERHCA), A4S PKUX23001, HLAIRK 2 em; b—a R8I L (REAHE)

BIRCR, A RFIEZERE A R TR RE, WHIRK 2.5 mm; o, d, e—F 6-a PEAIXAFIA (Hk e, d. e) BIHK,

R A ZE 0 T P 1 T R AT, BRI 2.5 mms BRI T — BT REZ S, BT REEE T L, sl

RAE 5 mmy g—ffl 71— TR G, T RAF 58, faA5 PKUX23002, HAIREK 2.5 mm; h—ZFE K )HHE, AR 2.5 mm
B 6 = P A O 4 Lepidodendropsis zhanyiense sp. nov. [{] 2 5H 254

Fig. 6  Fertile structures of Lepidodendropsis zhanyiense sp. nov. from the Haikou Formation

at Zhongcun section in Qujing, Yunnan Province

RURE f) S HE 5 B O A B, R 22 R AR HE S
B 12~16 3L, K 2.4~3.6mm, 5 0.4~
0.6 mm, M-H2 i) JC W] 2 9 80, 5K RIP Btk
(K 5-a, 5-j)o 7E—2nt B MR p e, wl il
L RBONIE MR 4 (] 5-a) o — SHAL 2K (11 37

O TO0 T UL AR R R AR R Oy R DNy MO R A
(Bl 5-h),

BRI DL 200 ~45° ) | A ZERff L, RETE,
K 6~12mm, F5290.5mm, H 1 5575 W60 6% 4k it
Jik o mt R R N G, G AR A (B 4-c, 4-
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d), T A7 X,
2.2.2 fAFH, BFREREERX

il it 5 8 SR O R B S R R AR
A3 2R 3 7K Y 4 S i P AP A e 2 T G 02 g i R 2
AEfr (B 6-c, 6-d, 6-f, 6-g), IImMHHK 1
~2mm, A 4~6mm, flF iR AR S ~
8 mm,, ] M3 o Y bR T A AR AT, B
PRI ] T A A, — 2 0 bR A R A
(& 6-e),

7 it 2 AL HE B, 7E Al A R AR B R B X
(B 6-a), —NRAFBIFREIHX K Y 18 cm, 4l
98 3~4mm CRGFFEHFH), HHB AT, H
ZEHIOR W AZ AN B, I 58 A BB X I B K
ZEHE X Y 98 1 i ] PR AE AR 2R Bl A9 TR T (] 6-D)
TE (& 6-c, 6-d, 6-e) . PRAF7EZEHIIETH Y
A6 I 2R PR AT JIC i - v T 8. B DR A 6 e 1 6 162 £
T4, RBEBERE LA (B 6-b), —S{RAFTE
ZE Rl 000 TR £ A AT DL G el A A A R A
#, £K1.8~2.2mm, 58 0.8~1mm, HH—LE
N B AR A (I 6-h) R vy 4 1 —4
TREGEE 6-1), EANTER LKA T B
A, WAL R b, AR RE,
K2~2.4mm, 5N 0.9~1. 1 mm, [ ARBE
SOEURSEE 1 NI UASRE o1 L R (VNS R SILE RS 1S

2.3 Minarodendron cathaysiense W43 {EFHIIA

AP ) 22T HELRAAAE R — & 2| b, Al
T2 R EXS X, RERKWZETKY In,
FE 4~5mm (& 7-a), HHEAINEIE LT EIE, &
BoRHES], K 3~4mm, 9 0.8~1.2mm, U
B EINL . RANKFKHE, RHIVL R 60°
~70°, WL B R EL AN KLU Y M5 AR A R (1 T -
g, 7-h), WA EIEE 9 0.2~0. 25 mm (& 7-
e, 7-) o ZFHE Y B 7oK %50 3, B AR
SRR BN 2.5 ~4. Smm, i BEER R TE, 4
Jy tmm (B 7-b, 7-c). I FRAFEH, & W
o3 CARAF R R (B 7-d)

3 WMAREYWRX LT
3.1 Lepidodendropsis zhanyiense Xt Lt F0

Tt ig
Lepidodendropsis zhanyiense B.-75 1R % 1K HE 5 1y

ML, Bz ORI R, MERAR R X, R
ZHIX, filrrt AR, BT RmEIE, BAE T
TR . AT AR A A SR, Y S
Lk K Lepidodendropsis J& % N M i . % J& B Lutz
@sr, B Fh ly Lepidodendropsis hirmeri (26 1]
A), BEAFRA R B T8 E Bavaria JH Hof [} iT Y
Geigen . 7 7 {1 J2 (Lutz, 1933), #7 17 4@
(1956) F1 (hEGARMEY) H5/ANH (1974)
Wb EVLIR BV HOE A B B — LR A Al
A A L. hirmeri, Ff1i\-N Lepidodendropsis J& i 4= B 45
{15 L £ T AN I 818N 2 7 I ol ' = SN
B AR AN 3L AR RBIE ST B A W) 0B 25 2 e
£ Lepidodendropsis J&AEAHAF, AT 9 AR ,
(HILAE LN | IR SE T T 5 1% 8 C 4kl B9 HA
MR EZESR, AR A BB KB EIH X,
85— T RS S R B R IRV W, PR M Oy —
b

Lepidodendropsis TE 2 BRE Z X ¥ H KB,
FSEE . FronEe. PUARE . P& . 3R LR p E A
(Lejal, 1968), {H#8 K& 704k A1 LLH M2k 1) & %
HOEXORAE, &R Z ) B TEL0 X0 Ul o ROE , 75 %
TERETAEP LRGSR E , & L P EHE
AR B 1Y Lepidodendropsis £ NFp kAT xF L (F£ 1),

AW E T B AR A 5 A5 SRl Lepidodendropsis
hirmeri ¥Ry AHARL, M RERY R/ HES) O A IEA —
B, BIEESHEHE—EZSF . L hirmeri BJZERIE4N,
MEEHEARE B, RRITE R, AR
NAE, WA, R A AR ARG, T
AN (AT fd, 1956) 5 T AR UCF 5 Y b AS I ik
HRFIEBRIE, TR H [ S E i 53 .

g AR . B L RO A L XA e A
g (il DA EPY b)) CHRIE Y Lepidodendropsis
JEAE Y AL FE L. arborescens ( KAUWEA ) . L. sinensis
(P ELEEAR) L. kazachstanica (W % 78 3 3H 1)
i A ) (Schweitzer and Cai, 1987), L. arborescens
WU F Wb g Bk S (A,
1977) , B ¥ H 4 it 18 1) J& Fh 44 S Protolepidoden-
dron? arborescens (Sze, 1936), 7E )5 31 & 1E ¥
1& 2% SN Lepidodendropsis? arborescens ( Sze, 1944;
WrArtd, 1953), BN 4748 o AR X% A 1E JE
) 48 %€ J7 T R AP AESE R Y o bl AR AR ) —
F W) B 4% i i Lepidodendropsis arborescens, X — %
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a—JL JFALARAF BT AIAL, HBIRAC 4 ems b—2K580, JRMJE R B A9 I o, ARA S PRKUX23012, HIRAE 2 mm; e—T 3 43 3L A4 i
h, BRAS PKUX23012, PRI R 2 mm; d—T085 40 L0 it A, B3 A5 PKUX23013, @R 0.5 mm; e, f—BR AL JE B LR 77 1Y
M3, REVRIRAF R AL, RS PKUX23012, @I RHKE 2.5 mm; g, h—0fJk, FR7R~S PKUX23013, IR 2 mm
K7 =g il TR A 1 O 4H Minarodendron cathaysiense 255 . M A0 A

Fig. 7 Stems, leaves and leaf bases of Minarodendron cathaysiense from the Haikou Formation

at Zhongcun section in Qujing, Yunnan Province

FRu Ja B 00 SCHk v ( Schweitzer and Cai, 1987;
Wang et al., 2007) , 5AWHETE b5 A L, L.
arborescens [)— 26 2L B 5T, MFILIE SN KEE 2=
WEDE , FEiHEs], w3 IE b aling 5 B E R RDE

AL AR (P EE A REY WS /N, 19745
Schweitzer and Cai, 1987)

Hsii (1947) RIE T =g ¥ e 48 19 Sub-
lepidodendron? sinensis ( Hsii, 1947), (& E i A4
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X1 ZEHiEDFZEEOAR Lepidodendropsis zhanyiense sp. nov. 55 Lepidodendropsis EH b 7 iy 3 £

Table 1 Comparison of Lepidodendropsis zhanyiense sp. nov. from the Haikou Formation at Zhongcun section in Qujing,

Yunnan Province with other Lepidodendropsis species in South China

" E-Xi] ik (g ) it N
Iy o Sk Y
%9 _ K o S g
/em 7 / mm / mm b A
LY - H=1
Lepidodendropsis o4 5T 2 6 Y 15 07 i B Ep sk B D <$;ﬁiiﬁzﬁy>;ﬁ N
NS 2§ . . 4, ;Schweitzer
arborescens 7 &8N [ ¥ 8% B I &R ? _
and Cai, 1987
L. guanzhuanggensis 1.1~1.4 FIEERTE 3~4 2 BER  IEH 2R EE SR D, .D, /0w 451977
L. niuewansis — PR EMRE 5.5~8 4 E‘?}B}Eﬁ N A D, /b 41977
[CERN
L. shaoyangensis > 1.1 KupiE 2 0.2 [EEIN VSRS G, /w4, 1977
L. sinensis 1 52 2 1.0 EE RN e =R D, Schweitzer and Cai, 1987
i H 5T
L. theodori 1~1.5 YEIEEYEE  2~5 1~1.5  fB4sR uﬁaét;ﬁszu D, .D; F kg 2003
B
L. tiaomaensis 5 ik 6 2 [FE2N b HR IR D, o AE 1977
L. yangtzensis 4 15 5P 2 0.7 2 E IR 3B 2L ORI AR D, G %1977
. U 1Tt - . .
L. kazachstanica >3.3 E3i 4.5 2.5 e ANV 2E D, Schweitzer and Cai, 1987
BT R
L. hirmeri 0.3~0.6 MK EEYHEE 2~3 0.6~1 fBEAR T E /N U g D;.C, W7, 1956
o H.
L. zhanyiense sp. nov. 0.5~2.8 K& ERIE 1.2~3.6 0.3~0.6 {REIR g;gééng D, VN8

ERE: Dy, HRAAN; Dy, MR C,, Faxit,

Y)Y — BB IT A Lepidodendropsis, B[l L. sinensis
(R AR ) o amh By I SRR AR AR S, A A
BE, ThasIE sl —Mbe (b AR Y S D
#H, 1974; Schweitzer and Cai, 1987; P 7% &h &,
2010) , TIAS YCHIEFE B b3 AR I 2 v 08 BLAT 1370

Schweitzer #1 Cai (1987) RiE T = 15 25
%5 W) Lepidodendropsis kazachstanica, 5 A K W
FEMIFRA ML, L. kazachstanica )M DL 2 15° 1
FARE ) FRREHES W R TR, TR
AR b AR L R IR A A

B Fid e 2 hh, R h— R A g b s 1)
Lepidodendropsis 345 L. guanzhuangensis (B FE
AR ) . L. nivewansis (F-HEiE B AR ) . L. theodori
(R IRIUBEAR ) | L. tiaomaensis (kS EAR ) DL
L. yangtzensis ({7 TR ) (3£ 1), (HIRZFb
HIICSRBOA RIS, AR, Al GEAFAE R 4 5+
Z, LSO, EHEAE X L
guanzhuangensis [ W 5 45 A %, 2252 S0RH DT
B, IEHA 1A EIE 488 dOR (150w 4,
1977) o L. niuewansis M 3% K, T0 v 4 7 £ 4,
TR, RERAS] (RS, 1977) o L. the-

odori FWF LR TG N, PR T R B A
W, PR, AR R (E g, 2003), L
tiaomaensis Fl L. yangtzensis 43 5% B W K. £
Y 8 7 e ik S 2H DL K b URH e 7 g Tl A
(RS, 1977) SARARTFARRAMLL, L
tiaomaensis BT ILEE I, UL E, FTFREESE
¥, L BEE/NERISIE, i L. yangtzensis Y
MR OIR RS, BEETI R, EIORIE, o AR
A 1AL B 448 ROR o

TEEFEHIX LLAN, Lepidodendropsis 38 & ¥ T
NARSGE, e 3L B Ak I P L. scobini-
formis . L.vandergrachii. L. sigillarioides %5, X 3 F
Lepidodendropsis J& A ) i 3L HES T 200 FURIE S
SRR IR AR L. scobiniformis 1) 3 A i
KWEIE, ey, SORA TR AR, 2
PUIE BB, 4E4 R AL T L vh &, (HA035 A
B . (Read, 1955); L.wvandergrachii 1 J%5 /)N,
EEI, HOE-F 58 R p0K-FMEE AR, fURMT
MR EER, MIRIEDE , 4R AUR AL T SR
EH T I AR R IR, MR GAT iz
e (Jongmans et al., 1937); L. sigillarioides {{ 7 f5
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WA R, 3 L B KRR EHES, BN
JRA T e E YA (1) (Jongmans et al., 1937)
7B B SR A e E Y L. fenesiraia ) 5Ly
giiE, TDmlAE, TEREER, RISIR, BREIR
HEF, wh3E2Z (a4 g\ e f [E] 47 (Jongmas and Koop-
mans, 1940) ., 7= 3 3A% 22 B s it )2 /9 L. jone-
st Fl L. recurvifolia i3 T8 25 5 AR B 58 0 A5 A< 47
TEW DX, Horh L. jonesi (5 7008, ik
B, AT, SR MYEE AR AT,
1M L. recurvifolia {M-Jet 75t , GUR N RIE 3
WEEDE , 7 T 03 B, ik Bk v A7 78 4E 8 R
(Lacey, 1962) ,

3.2 Minarodendron cathaysiense {37 bt F0
ik

AR i 1) Minarodendron cathaysiense 51 5
PATETE 2= g il o vp e 248 vh & IO 4 08 3 Ff b AR
e b AH L (2 2; Schweitzer and Cai, 1987; Li,
1990; Liu et al., 2013) o JRAFAEAR UM TSI B4 44
KRR EFALEH, TR B =00 SURFIE B R BEAS LA 45
7, B G 2R AR i R S SRS O R, B
FZINNEEIHA M. cathaysiense,

3.3 Lepidodendropsis #1 Minarodendron B
M EESRIT

e W 59 SCHk o, Lepidodendropsis F1 Minaro-
dendron 55 P8 4 TH A7 B S AR W) B I 5 S R A A A
HyitJEE - (leaf cushion) (AN, A [ A fUHL ¥ 2 5
AN, 1974) o AR, MR AR A — TR BEAR
MY ry SRR AL (EALSE, 2013), DHBGEES T
Lepidodendropsis . Minarodendron ¢ 5.3 25 Bt 1Y nf 3

I8 A A 1) I A 45 4 s [ U ) 3 — AR BB o AR A i
BIF 58 R B R W 8 4 T A7 A ZRARAS R WL 58, — 4
FHEEVOE M T X R TE T A T
ZHIM R E &l ZMmis A (RARZE), m
“M-HL (leaf base)” X — AR5 ] F T R AR L& it
AR 220 bR A . BT IXRERsE S, W e At
B — S5 Ah 28, U0 Minostrobus F1 Changxingia, Bk
AT DL BI m e, LR AT DAAE A OO SR B i
AR WFFE 1 Lepidodendropsis 1 Minarodendron #p A<
PR B s Ar v i AEAE, PRI AT FR S i JE - (Meng
et al., 2016) , 5 3L B {9 @ A 28 b e A LG, Lepi-
dodendropsis . Minarodendron V) ) B JJ¢ 7 1t 19 Subl-
epidodendron . Minostrobus . Changxingia 2547 ¥ 2511
A8 B BE B O fRT B, B R A R A R AE
( Schweitzer and Cai, 1987; Wang et al., 2003,
2012, 2014; Liu et al., 2013), FICFE T —FE
IR

MR fE R AR — e R E B, TR
W ARZEAGY) Leclercqia complexa (B 723K KFR) H,
M AL T R 4y CZ R Y Bl ( Grierson and
Bonamo, 1979), Yuguangia ( EYFR) BIM &L T
45 (14 122 3 o7 B (Hao et al., 2007) , TE A1 &R 40—
CRAWEERE S, i EEE AT RS R T
( DiMichele, 1981; Thomas, 1978; & 3£ 2+,
2013) . fEXSEtEY bt E B2 R 02 &, A RE
7S E AT A I 2 S R A

Lepidodendropsis 1 Minarodendron [ M %t v 3%
CE YR SN2 /NN (1R VS A ( I PN S
B H G T IR I (false leaf scar, 4l Wang et al.
2003) , ASChRA M FEIN BA R R, 75—
SR EE M A (K S-h), Haka R

*®2 =B A ESE 08 Minarodendron cathaysiense 5 LL1E #1 £ 89 Xtk

Table 2 Comparison of Minarodendron cathaysiense from the Haikou Formation at Zhongcun section in Qujing,

Yunnan Province with previous fossil materials

W A AE Je AL F) T (Li, 1990) P4 f1 35 18 ( Liv et al., 2013) FRR (AR 30)
T A R K FEBE/ mm 4 60 4~5
Srh i X TN, 1~2 AN, KT TR, 1-2 K
e HE 51y 5C RTEAR , 60° ~70° 44 51| £ RBEAR , 60° ~70° 7 51 £ SR EAR , 60° ~70° 7} 1) £k
S F 3 A F 3 Al TRAF A SE B
RS (R ELEE 29 SURT 35 ) / mm 3 3 2.5~4.5
2% il e i
Q92 fft 5 1] 2RI L RS R 2 N b s R A A AR L1 AR g R A
e B/ mm Alik 1.5 Al ik 1 ik 1.2
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Tomiodendron Z5 1 FEAUALAT T 73 AL AT ¥ 45 10
e 4 th—A7 Je 28 HoAl f7 #A 28 (A Changwingia |
Minostrobus ., Tomiodendron) M JE iR MHIE 1%
flg M TE 454 A 9 1 5 50 (Meyen, 1972; Wang
et al., 2012, 2014), SR X T He B OR A7 1Y 25 Bl i
5, HlE M E R AETE S AR RO (E A,
2013) .

S S A AR S R A S AT = 4 A
IFHEAT BB A AL (18] 8) o SRR W], fER B S
A A P B R R AN [, R s Y TR S
BA R, Erk5E Ed g Mg a5 AR
F/NBY I Jy BEER b T 52 b Bk e R MR L T
M E R AT . fE— S B OE B A MR A AR
t, MR SCEE RN IR A, How S5
JRZ ARG —E R (E#SE, 2013), KGR
NG “iE 78" (Meyen, 1972) Al I A fiE
TS e I A7 45 A

4 HRZHAMENBERUENX

rh e Z A AT AR SR o R O S AR R T A,
AR H B 52 (40 Leclercgia . Colpodexylon
AR B 8 Minarodendron %) i b %%, A
Yuguangia . Longostachys ( K T Bk ). Hoxtolgaya
(A 4 3% 35 BR ) M Lepidodendropsis %5 J&
( Schweitzer and Cai, 1987; Cai and Chen, 1996;
Hao et al., 2007; Xu et al., 2012) , &5 I8 75 it
MR A RE AN 7 iRA, Bk E gk
(Yuguangia) , H W 20 56 % 1) 1 R 5 R 1¢
( Longostachys ) , Hoxtolgaya 1 Minarodendron W] fg
BARAR., FMAZER (Xu et al., 2012; Liu et al.,
2013), mMAmL—_FL N5 IHRR) OKIEH A
FAZEH R S Y o IX A FA R A AR i MR 21 5 X R
WA 7 SR AL 3 T PR .

JE A6 5 AR H Ay o e e Z i = A R AL R A
H 5 AWK KB (Stewart and Rothwell ,
1993; Gensel and Berry, 2001) . i A B ¥ 5 4f i
KHZ M 3 48 (Gensel and Berry, 2001), RfiJi
#f % K Bl ( Protolepidodendraceae ) . M4 [ Wk Fh
(Haskinsiaceae ) #1 dy $t E[J K B} ( Archaeosigillari-
aceae) . Minarodendron J& T Ji if 05 A B J5 Uk 5 A B}
(Li, 1990; Liu et al., 2013) . F.y8 %t Y 1F FRER
(Zhenglia) WHANIFTIRBEARH, (HEARE (Hao

(44

a-c— {1 AR B R L A SR B S B T 0L (a) o BUTTE (b) IR
MWW (c), PPEERER IR, BEE LN A, AR RKE YV
A& d-k—BEH a-c HER M SER I B A RS P, IEA
e (d, f, h, j) XIF, "TREARHHIIEE (e, g, i,
k) RHELBTR XKIRE BRI BE, d. e i o iy it 2 % w
At L AT, R WS A A O, W E B M
JEREER; €, g AR T i JE T A8 3% Ay il A, TR A —
[URRE o N A 1 B3 A O L Tt TR N W 7 &3 TR [ e = 3 )
A FE AR O>A, EDIR — U L 22T R LA M OB A 2R
ke g B SR T 94 I L 8 O ¥ o o R SR T o A, ER — O L e
FEF I FEA M T B R 2R
B8 kA Ent v M EER R R LR A A
I 48 A ) SR A
Fig. 8 Reconstruction of lycopsid leaves, leaf bases, and

taphonomic explanation of leaf bases in compression fossils

et al., 2006) , Lepidodendropsis 1, B % 9 A J& 1 %
AH (PEEERED RS /ANE, 1974), HES
Fot L A EAR K22 57

H i % F Lepidodendropsis . Yuguangia . Hoxtol-
gaya WP RALE WL FE5E. b, Yuguangia J2 57
Ry, RES T SOKAEH AMER K R ; Hox-
tolgaya MR ; HHT LM E Lepidodendropsis 2 [
sk e, M e SRR 51, Lepidodendropsis
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1 Hoxtolgaya YA H MR F 5 5C, 5k B R EE IR
SRR RS, 5 Minarodendron %y FH {0k, H.AHH
BT R AR &) Zhenglia (Hao et al., 2006) T
H, WIHFRERMEZ L., Wi, AR
ez e i, A WA ST I 2 O TR Y B AR
o Ho—, ZFEHEM R H A R 1 5 ik 85 AR
F s R 8 AR, i‘.%—/\ﬁﬁﬂﬂﬁﬂﬁﬂ’ﬂﬁz\fi, 5 e
MIBEARE T RE L HHERIMEE X R H =, Yuguang-
ia Ml Longostachys %5 A AN, BATTE LAY
SFRRAE D7 TS R R SRR Oy ARl =, R
Hoxtolgaya Q3 (Y [/ 1 2R 7Y, M 5 JF A 70 3L
Lepidodendropsis J& T J5 Wi 4 W i) — 3o AW FEH)
Lepidodendropsis zhanyiense B3 K 1Y EH X, X —
.5 Hoxtolgaya R IR AR B B 51 —2, WA FRF
Hﬁ/ﬁcﬁiﬁﬂﬁﬂi?@?ﬂfﬁﬂﬁﬁﬁﬁo X L2 e i

REALE THIRIE . AR EIE A, H k)
@5%&Tﬁjﬁﬂ@ﬁi’ﬂ CERRERY ) 1), REL AT

TE IR J5 0 2A AL AR B

5 @b iRATBRAAMREEDL
HitE S

EHEGG N T HETC M AR JE L Lep-
idodendropsis J¢ A A7 ¥ix S A8 W) 149 23 A B dhs (B 95
F3), R EM, FEHRREM, Lepidodendropsis
TR Ay 2RO R4 T —EMMR
B, ©RI T M, 4. w8k B4 H Y Lepi-
dodendropsis arborescens ., L. guanzhuanggensis Fl L.
PO 8 F AT Y Lo theodori LA K 7
WA F Y L. sinensis. L. arborescens. L. kazachs-
tanica F L. zhanyiense, FH % T 75 KR 36 K £ 5 Hh X
W e 7 T — Y47 A 2 Hh & BB Lepidodendropsis
Ma, ZREFEBX RS ERHCSIEM T —
JE R FLRL, WAL R b X A] B2 %8 1R I G o

niuewansis ,

Longosta:

- B

| L. niuewansis

O]

@k arborescens
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d

0 WO
— . my
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Fig. 9 Palaeogeographic distribution of the Middle Devonian lycopsids in South China

( palaeogeographic map modified from Zeng et al., 1993)
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® 3 @At Lepidodendropsis R B AR EEN S
Table 3  Distribution of Lepidodendropsis and other lycopsid plants from the Middle Divonian in South China

T Fh 7R AL 30 5 GEORR I

o I} 2 Bt T 5 ST AR T BT A S B Cp

Lepidodendropsis arborescens Bk 4 O WK =l R A (R ) 455 N 1974 Schweitzer and Cai, 1987
L. guanzhuanggensis B = i 21 51 B Ak D /bR 51977
L. niuewansis Bk 7k 21 17 45 P /g 51977
L. theodori SEAH Lyl ARl F it 2003
L. sinensis s m e RN Schweitzer and Cai, 1987
L. kazachstanica 4 P LR Schweitzer and Cai, 1987
L. zhanyiense 2 PRl A3
Colpodexylon variabile i n | PRl 5 R AR kT, 2017
Minarodendron cathaysiense fAn | PR Li, 1990;Liu et al., 2013
Yuguangia ordinata HEANE:| PR Hao et al., 2007
Leclercgia complexa ATHH A =R Xu et al., 2020
Tiaomaphyton fui Bk £ i 2 /K Xu et al., 2018
Longostachys latisporoplyllus = EMA T v Cai and Chen, 1996
Lepidosigillaria? cycloformis i 11 41 P RuE T Schweitzer and Cai, 1987

S5 HoAt A A 2R E R A, v 8 A T e R b X
MO 2EdE s £ &, B4 Colpodexylon variabile
Leclercqia  complexa ., Lepidosigillaria?  cycloformis |
Tiaomaphyton fui %% ( Schweitzer and Cai, 1987; 5
BRI, 2017; Xu et al., 2018, 2020), ‘&
T 32 B0 A 78 2= 7 1 9 28 R0 359 R A 1 Bk S e 4
PR MESEMWH., 1A, @FAH, B
MR N5, B35 3 M Lepidodendropsis |
2 Fh JR 4G 8% K 28 ( Colpodexylon wvariabile, Minaro-
dendron cathaysiense) V) J& 2 Ff H At 3 x2S (Lepi-
dosigillaria? cycloformis, Yuguangia ordinata ) ,
I, A e A T I AR P A R AR DL B H 2 AL
47 F8 JE O RALE ©

A, R X IR REY K, &
(2T N N B A A S 3 N S L B A Boy
T (AR, 1993) 0 = E il X A0 i 2
HEAMEEY, FREhE . RaFEwE AN
B, AR IR R, — oA e T Rl A
BOQWAL, 1991) , AR 104 19 DT AR BR S5 78 A [] 1)
AT REAN ], RN TCRE IR SEA A R g . A IR
FFE A9 A AT 7 3 R A 350 THT S 75 IR T B
RO T4 1 1 By (PR AR il B ) A il v
Sr(EEA MR 7R, 1990; 8 R FAE, 1993),
ZEMWHEERERM KA AEREE . JBE A%
WA A, BIFEE 60~130m, H/NRIRCR A #L K

Longostachys latisporoplyllus ( Cai and Chen, 1996),
Bk i 20 7 22 Lepidodendropsis L) ¢ JFUih 5 A 5
Tiaomaphyton fui, ZH R 7H £ T 2 gtk
B, NEUEARFTIRN F, FEh ARG E AN
PR AN, SR RETIR, KT A ERE B
B OB A PO, b s . 0B L
HHPEEH, R RE “N” FIRLHZ R,
BEHCRZ L PORZ A (ERIE, 1984) 0 &5
AHREIG . BRI AR R 5 22
Y4 FUTERAE (ZERREE, 2023), L. theodori T
AE 7 AT B R A R

2t |, Lepidodendropsis 734 T =/ . WIF . MM
J A, 2R TR AR S R A o AR R b XY
ATAS 28 HA MR 19 )& AP 20 & (AN Lepidodendropsis
Ay fc R B, U RRAE B L, R RE e b 8 2
TH A B 5 A B A o e T R SE Y A A R
TE v 8 F i, AR R AL TR MR R Y B X
(Boucot et al., 2013) , #HY FEARKEN G . =M
U TR AR W PR b, AT A SR W FT R
SEIE BOZ I R Z A Y 2R 2 — (TR A
1993),

6 Zit

1) ARWBETE AN A T = p a5 b e B 4 i
FLZH R 2 M AR SRR b, R AT SR TR 25 R0
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Heg o7 A At . R 2 0 SUAEHRAE , B
IH A Lepidodendropsis zhanyiense sp. nov. Fl Minaro-
dendron cathaysiense, L. zhanyiense {45 il 3 15 EL R
RORHED Y 7 B AL L AR AN M R BRI
BHE X LA KA 198 1 45

2) e e A I R 0 A P A DL SR H 2 AL
MIFTAR RN RAE . AN B A A, (HI Ak
TWERA —EWN— BRI, Lepidodendropsis
1 Minarodendron )M JJE 25 7 LLIA B 2= 5 ¢ 4 1
i) Zhenglia

3) rpYR A e T M DX T i I T B B
X, ZIX A AR R AR B R PR AR AE AT E
T4 B g LAt AR B 14 R 20 B B

it BMEhRFVEERFEFIIIAL
WA B B S R R E A A T AL A
SRR R EIL] ARTEERR B
EHEL!
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