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Abstract

The Heliantheae alliance, with 13 tribes, approximately 460 genera, and 5,500 species, comprises nearly 20-25%
of the known species of the Asteraceae, and its members are mainly distributed in warm temperate regions. The taxonomic
boundaries of this group have always been complex and controversial. Pollen morphology, due to the relative
conservatism of some pollen features, can provide valuable information for systematic studies of this group. The aim of
this study was to identify and describe pollen types in the selected taxa of the Heliantheae alliance based on palynological
features and to investigate relationships among the studied tribes, subtribes, genera, and species using these data. For this
purpose, pollen morphology of 27 taxa from nine genera belonging to five tribes, namely, Coreopsideae, Eupatorieae,
Heliantheae, Millerieae, and Tageteae, was examined using scanning electron microscopy (SEM). The results of
clustering and ordination analyses identified three distinct pollen types including Helianthus, Eupatorium, and Xanthium
among the studied species. The principal component analysis (PCA) method showed that, pollen size, spine height, the
ratio of spine height to spine diameter and distance between spines were the most important features for distinguishing
these pollen types. The results of this study showed that, pollen features, particularly those related to pollen size and spine
morphology, can provide valuable evidence for distinguishing and grouping the studied taxa and identifying distinct
pollen types.

Keywords: Asteraceae, clustering and ordination analyses, pollen morphology, principal component analysis, SEM
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Table 1. Investigated species of the Heliantheae alliance and their voucher information in Iran

. . - Altitude  Longitude  Latitude  Voucher
No. Taxon Tribe Subtribe Locality (m) (E) (N) No.
1 Bidens Coreopsideae  Coreopsidinae Gilan Prov.: 1259 49° 25' 25" 36° 49' 23262 (T)
tripartita L. Rudbar, 26"
Siahrud
Protected
Area
2 Eupatorium Eupatorieae Eupatoriinae N. Khorasan 1528 57° 40' 28" 36° 58' 5195 (T)
cannabinum Prov.: 38"
L. Esfarayen,
Sarigol
Protected
Area
3 Ambrosia " Ambrosiinae Razavi 974 59° 37' 29" 36° 19' 3820
artemisiifolia Khorasan 32" (FUMH)
L. Prov.:
Mashhad
4 Xanthium " Ambrosiinae Mazandaran 1230 53° 58' 37" 36° 27" 7511 (T)
spinosum L. Prov.: Neka, 42"
Hezarjarib
Protected
Area
5 Eclipta " Ecliptinae Mazandaran 10 52° 44' 06" 36° 34' 13566 (T)
prostrata (L.) Prov.: Babol, 13"
L. Ramnet
viII@e
6 Helianthus " Helianthinae za 59° 37' 29" 36°19' 20172 (T)
tuberosus L. hor 32"
V.
shhad
7 Galinsoga Millerieae ilgriin Gilan Prov.: 1259 49° 25' 25" 36° 49' 3798 (T)
parviflora Rudbar, 26"
Cav. Siahrud
Protected
Area
8 Sigesbeckia " Milleriinae Gilan Prov.: 1259 49° 25' 25" 36° 49' 4021 (T)
orientalis L. Rudbar, 26"
Siahrud
Protected
Area
9 Tagetes Tageteae Tagetinae E. Azerbaijan 1107 47° 42' 20" 37° 25' 75850
erecta L. Prov.: 54" (IRAN)
Miyaneh

G.»Luuoé; Slaw (_g)jo)l\.\.s‘ssm)).'—

GALQ.I RUCR W o.bl.n] (SEM) (5....09) QS’SI‘SJI 99&5)1..‘1 9 (LM) (5)9.' 955.@5)1@ )‘ oolawl L> r dl).w o.))f ‘_QLQAJ‘Q
Pakravan et al. 2024, Atazadeh & Ghahremaninejad ) ;i Slalllas ;0 00l 4l sla i, ululyy (o) 9 (5lwoslel J>1 10

g o, Ve Jgbl 5l ool jo atan g0 Coe 45 00,5 sladigad .0l pll (2025, Atazadeh & Ghahremaninejad 2026a, b, ¢
5 baiges cl> o cpl (LU 5l o sl Bds byl (b sla LallBl g Lego, S L as 5 18 (1) JLeodlS Sl ol
DA a8 (SUDS) slaasl (59, 48,90 cun)lg 5l oolitl b Laghituns s g Aoy Seid 031 (slad 40 oy lax Joloro

9y S9SNl CeSg o Jagi g oal osly yiibes Mo L Sputter Coater olSiws alwg 4y ldiges SEM U (5,00 5 gad sl y
W oanlice alizes sl HledS )5 g cdgglS Yo VO 5Ly 50 (p15) Hitachi SU3500 Juw.



le 10 5 Gl S5y 00,5 Juie Jgloee b cons o db sla J5 Sl 5l 08,5 sladils (6,95 w95y ,San Slallas (s

sl ol 5 0 Olympus BX51 Jow (5,5 wsSg, S 5 ooliiwl b (o .05 o0lel Iize sloasdsl (59, J5 oy pumeedS
6[.%‘;).)9 6)..50)‘&‘ 61)4 9 ul.?h." pJLAM Jf C...) b aw )‘ (:HJ oo)f aGlo Ve B YO aéjé P )‘ J...d)f )‘)3 R SHyge alises
oS Cho Cad g (00,5 IS0) 8 Che S Juld cwlidos F Cho Culs fgeze ;0 B )5 )8 colaiul 090 gwlidios 5
Shd (H) b ls glas )| «(PIE) slsiwl oo yhad a4y b jame Jsb Cad (E) olgiwl jommo jhad (P) dad jgxe Jobo Julis
a8 e Job caslllas ol 1o (Y Jgaz) winds (g puSojlail oyl s alols o (H/D) ba,l5 a4 b )l5 las )| s «(D) o, 1>
o5 Sl Sy &5 b 0 a6 xSo3luil 695 Sy See 50 0l 0y I (oot fiegSe jleslaial b gl Heoe Hha
S5 9Sug Sen palal | (ol )5 59 o 3550 1 35 50 alold & )90 ) L)l alols 5 )15 Jlad o )l> elis )| ol
S § (2wl joo ol 4y Ldad jeoe b Cand a5 .S oslul Digimizer Ver. 5.4.9. ,gar Judou l58le 5 5l eolasl b
TS goae Gygo 4 ¥ Jguo Bilhe 45 Cho ol anle 0uls 5 T ojluil polie lely pi byl lad 4 eyl elas )|
Sl wLw‘).’ W) ey stla.woéjf Olas g.,.‘a)f )‘)3 oolarul Sy90 (_g)Lci LQLQ‘_’LJM o (525 Slas GALN L> o‘ro.b 9 KW
Qu et al. 2025a, b, Atazadeh &)  lowls slealld plu o (Y-YY 8o5, 5 (pgpn) Heliantheae ald o i
cowlidesly .asas Ol daal )T TS 0 lagT sads 5155 SeagignSt 35,] 42 4> 45 b «(Ghahremaninejad 2025a, b, 2026a, b
s ylle g (Hesse et al. 2009) ), 5 (o «(Punt et al. 2007) ) Ken 5 Cogy (Erdtman 1943, 1952) o)l olul 08,5
sobed ulasl p owliiion F Slas [Lae Gl ool g 1 Slos (0l poss aials «ieS jo (gl 0 slosl (Halbritter et al. 2018) )l )ISen 4
H58le 5 5l eolatul b (5 Slao s bgs e (5 k] Sliwlore 0l dlons sy 3550 0181 00,5 sladsls 5l eas plosl slas yuSo5l]
5 oLl SPSS Ver. 22 (Allen et al. 2014)
Looguze JuJo a4 daslllas ol o

285 pbsl (TEM) (65500 (59,25

‘ Q
° \JM&.’; 005 slaals S 5 oS wlas =Y Jou=
len gra

in the studied species

P55 S Sl ookl b bpaigad gy 35 0550 (RLejl Slieg @ (o

Table 2. Qualitative and quantitative character

Quialitative charac Quantitative character

Pollen Shape:
1= Oblate [P/E = 0.5-0.75]
2= Subablate [P/E = 0.75-0.88]

Polar axis (P)

Equatorial diameter (E)

3= Oblate-spheroidal [P/E = 0.88-0.99] P/E ratio

4= Spheroidal [P/E = 1] Spines height (H)

5= Prolate-spheroidal [P/E = 1.01-1.14] Spines diameter (D)
6= Sub-prolate [P/E = 1.14-1.33] H/D ratio

7= Prolate [P/E = 1.33-2] Distance between spines

8= Per-prolate [P/E = >2] -

Lg)LJ Lgl.mJ.:l;d -
435 ¢ (Unweighted Pair Group Method with Arithmetic Mean) UPGMA  sassaig> g, 5l pol> upgh o
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elidos )5 slaosls 28,5 bl cwlisios I Slaw (5 st olwlils jslaie 4y (Principal Component Analysis) PCA Lo
sladdos oles ;0 () = Luibly o = Sloe) wiad (g5lws,lastiwl (Podani 2000)  Slag Jawgs ool ools 718 gy (wlel
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Fig. 1. SEM micrographs of pollen grains in the studied species of the Heliantheae alliance: A. Bidens tripartita, overview
of several grains, B. B. tripartita, equatorial view, C. B. tripartita, exine sculpture, D. Eupatorium cannabinum, overview
of several grains, E. E. cannabinum, equatorial view, F. E. cannabinum, exine sculpture, G. Ambrosia artemisiifolia,
overview of several grains, H. A. artemisiifolia, polar view, I. A. artemisiifolia, exine sculpture, J. Xanthium spinosum,
polar view, K. X. spinosum, exine sculpture (Bars: G=20 um, A,B,D =10 um, H=5um, C,E, J, 1 =2 um, F, K= 1 um).
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Fig. 2. SEM micrographs of pollen grains in the studied species of the Heliantheae alliance: A. Eclipta prostrata, overview
of several grains, B. E. prostrata, equatorial view, C. E. prostrata, exine sculpture, D. Helianthus tuberosus, overview of
several grains, E. H. tuberosus, equatorial view, F. H. tuberosus, exine sculpture, G. Galinsoga parviflora, overview of
three grains, H. G. parviflora, polar view, I. G. parviflora, exine sculpture, J. Sigesbeckia orientalis, equatorial view,

K. S. orientalis, exine sculpture, L. Tagetes erecta, overview of several grains, M. T. erecta, equatorial view, N. T. erecta,
exine sculpture (Bars: A,D,E, G, L=10um, B, F, H, J, M,N=2 um, C, I, K= 1 um).
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Table 3. Evaluated features of pollen grains in the studied species of the Heliantheae alliance. Pollen shape codes: 4,
Spheroidal, 5, Prolate-spheroidal, 6, Sub-prolate. P, polar axis, E, equatorial diameter, H, Spines height, D, Spines
diameter [range, X, mean values (standard deviation)]

P/E H/D Distance
Taxon Shape P (um) E (Lm) ratio H (um) D (um) ratio between spine
Bidens 6 37.64— 32.43- 116  3.12-443 1.36-1.61 264  3.56-6.07 x=4.49
tripartita L. 40.40 34.07 x=3.84 x=1.45 (1.16)
x=39.33 x=33.64 (0.56) (0.09)
(1.08) 0.7)
Eupatorium 5 19.65- 17.97- 1.07 1.84-2.63 132-158 155 1.45-2.05x=1.68
cannabinum 21.22 19.76 x=2.28 x=1.47 (0.23)
L. x=20.34  x=18.89 (0.24) (0.1)
o059  ©7®
Ambrosia 5 20.39- 16.12— 111 0.75-0.99 0.74-093 1.02 0.98-1.99 x=1.59
artemisiifolia 21.60 21.53 x=0.87 x=0.85 (0.29)
L. x=20.92 x=18.82 (0.09) (0.08)
o6y 209
Xanthium 5 20.9-22 19.66- 1.03  1.12-1.56 0.77 1.02-1.5x=1.21
spinosum L. x=21.59 21.73 x=1.29 (0.14)
(0.51) x=20.96 (0.16)
0.9) .
Eclipta 4 19.38- 19.56- 1 4-Q22 155  0.84-1.84 x=1.28
prostrata 22.34 21.68 . (0.41)
(L)) L. x=20.87 x=20.8% ©l)
(1.24) ©0.8 \’
Helianthus 6 36.98- 3 19 424498 095-1.60 3.24  3.99-5.35x=4.59
tuberosus L. 44, x=4.48 x=1.38 (0.5)
x=40. 3.91 (0.29) (0.24)
83 & G
Galinsoga 5 21.65- 22.01- 1.03 1.82-2.83 1.42-1.77 147 1.23-1.66x=1.43
parviflora 24.91 23.63 x=2.34 x=1.59 (0.19)
Cav. x=23.83 x=23.01 (0.32) (0.15)
a4s) 08D
Sigesbeckia 4 22.26— 23.06- 1 2.39-2.78  1.85-2.26 1.2 1.24-1.87 x=1.47
orientalis L. 24.9 24.95 x=2.54 x=2.11 (0.23)
x=23.88 x=23.79 (0.12) (0.14)
(1a5) (10D
Tagetes erecta 6 34.09— 28.04— 117 267-347 1.28-1.72 225 2.61-3.61 x=3
L. 36.05 30.85 x=3.16 x=1.40 (0.34)
x=35.13 x=29.78 (0.28) 0.17)
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Table 4. Component loading values of the palynological features on the principal components (PCs). P, polar axis,

E, equatorial diameter, H, Spines height, D, Spines diameter

PC1 PC2 PC3 PC4 PC5 PC6 PC7 PC8
Shape 0.13653 -0.26717 0.07027 0.53354 0.75814 -0.18181  0.11087 0.01563
P 0.34068  -0.083225 0.40137 0.37296 -0.32307 0.31523  0.14061 -0.59439
E 0.26817 0.026767 0.44172 0.2909 -0.35965 -0.38467 -0.19824 0.57533
P/Eratio  0.066707  -0.12182  -0.034102 0.083747 -0.012423 0.70404  0.40336 0.56036
H 0.4248 0.55645 -0.30869 0.038475 -0.030517 -0.2821 0.57653  -0.015383
D -0.047398  0.71574 0.44069 -0.064228 0.37144 0.29095 -0.25302 0.022464
H/D ratio  0.49373 0.067369 -0.53287 0.19593 -0.0069473  0.24338 -0.6078 0.025732
Distance 0.60205 -0.28227 0.25346 -0.66378 0.22893 0.021444 0.010628 0.0059629
between
spine
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Fig. 3. PCA plot of the studied species of the Helianthe lan®y balgd o len data (species according to table 1):
A. Pollen shape, B. Length of polar axis, C. Equatorial A VB ratio, E. Spines height, F. Spines diameter,
G. H/D ratio, H. Distance between spines. The co usedepresent different tribes: Eupatorieae (e), Heliantheae (e),
Millerieae (o), Tageteae (e), and Coreopsidea &

Q

"



®mbrosia artemisiifolia

0.60
0.454
0.30

0.151

& anthium spinosum .Tagetes erecta Bidens tripartita

Coordinate 2

. .Eynatorium cm%% m . y
-0.30 -0.15 0.15 0.30
.Galinsoga parviflora

THetianthus tuberosus®
5 0.60

-0.154

-0.30

.Sigesbeckia orientali.45-

.Eclipta prostrata
-0.60-

Coordinate 1

G, () Jgoz b gillae assd) G....;L:..i)oo)f Gloosls bl ailde wiglivgs 05,5 5l axlllas 3,50 slaaisS PCOA Lloges —F S5
Coreopsideae (e); Tageteae (®) Millerieae (o) Heliantheae (o) Eupatorieae (o) iz sloalod Kbled oo oolaiu!
Fig. 4. PCOA plot of the studied species of the Heliantheae alliance bas ata (species according to Table 1).

0
The colors used represent different tribes: Eupatoricae (e)® Helgdnth illeriecae (o), Tageteae (e), and
Coreopsideae (o). \

N\

\Y



Distghce
w
(=3

S

0090
§2S0
+0S¥'0
SLEQ
L5220
+OSL'0
S.00
L0000

Helianthus tuberosus

Bidens tripartita

Tagetes erecta

Eclipta prostrata

Sigesbeckia orientalis

Eupatorium cannabinum

Galinsoga parviflora

m spinosum

mbrosia artemisiifolia

Coreopsideae (—) 5 Tageteae (—)

the Heliantheae alliance based on pollen data (species according to Table
tribes: Eupatorieae (—), Heliantheae (—), Millerieae (—), Tageteae (—) and,

Fig. 5. UPGMA tree of the studied
1). The colors used represent differe
Coreopsideae (—).

055 Sloces % -

Js)jl-uo-)j} 09; )‘ SR Oyee GL{M\); QL..A ) M 6‘00; w A ‘uﬁbj)’ w‘ ) oo oddlive GLBMEL.M: L)"’L""’lj"
g g0 0010 ol dalol jo as al Slulls aslle
Helianthus o5 ,5 5 -\

YAYA L YA 51(E) olgl jomme had oy S FF,FA L ¥F,-Q 51 (P) hd oo Job awgio 00,5 slaails
Slopls ¢ olsiwl slei jo sub-prolate oo, IS VNV B VN8 5HPIE) glewl jome yhd a4y odad joe Jobo Cond ¢ og Ko
VLYY B30 (D) jlad ¢ oy, S F,8A B VPV (H) gl )l b o, (echinate) ,ls )l oy 38T ol 3« 8 sled o (circular)
Ss ely b by e ) ¢ jteg S £,0V B YY) 5l Lo )l oy alols o YYF L Y,YO (H/D) b b elis )| o «ying S
SN 4 g plaie Hsb 4y a5 (perforated) SloFl s 5 (€Xpanded) auwco Sail oacld b atis OByl a8 (sharp) ;.5 L (pointed)
Tageteae ;I T. erecta 4 Heliantheae ;| H. tuberosus Coreopsideae ;| B. tripartita aisS aw .loads x3395 30351 o ;o plaiels
Sl Bl cus ol
Eupatorium o5 5 o5 -Y

ying, S0 YE,AD LAVAY IHE) olgwl jome pad (g e YA L VALY 51 (P) had joee Job «S> 95 00,5 slaasls
«2)gl sled yo prolate-spheroidal b spheroidal 3l 6,5 S ) ,o Y B Y 5HPIE) olsinl joe yhd 4y odad (g Job cond

\Y



YYY B VLAY (H) gyl b e yl> «(echinate) Slo )l 0381 @lan s o dad sled o (triangular) ol U (circular) sl pls
g, S Yoo O 5 o AF 5l la 5 o alold 5 1,00 B V.Y (H/D) jhad 4y elis )| Corns ¢ yag s Y,V B VXY (D) b ¢ iog Seo
y9b 4y a5 (perforated) jlozl,gm g (SWollEN) o520 «(Droad) g oacld 4 (sharp) ;.5 L (pointed) ;.55 ¢ oo b gye o>
(e 9 EUpatorieae ;| E. cannabinum Heliantheae ;| E. prostrata Jols aisS o= .loads xo395 (30351 mlaw jo pliie
Ayl 3l <o ol 4 Millerieae ;1 S. orientalis 5 G. parviflora
Xanthium os 5" o5 -V

g, Sae VLYY BAVENY 51(E) gl oo yab ooy e YY B Y+ ¥ 51 (P) i jgmme Jsb «S>sS 03,5 (slaails
Glopls ¢ olgiwl sles o prolate-spheroidal o5, S VNY BV, Y 51 (PIE) olgwl jomme jhad 4 el jee Job o
VAO L < VE (D) jhd (ieg ,See 1,07 B+ ,VO (H) glas,)I L e 1> «(echinate) Slo )l 351 Slin 35 ¢ odad slad 4o (circular)
Glunt) oS W1, b og e syl yieg S 1,82 b+ 3 5l o)l s alols o V,e Y b+ VY (H/D) [l ay a5 )| s «iog Sere
GS 90 Wl mjed (piS! mhaw yo plate jeb 4 a5 (perforated) ozl e o (sWOllEN) s)55s (broad) ppn oucld 4
&5yl 3l o ol 4 Heliantheae 5l X. spinosum 4 A. artemisiifolia

sl sme S 5 ool gme J5b w00,S e3lail 5 UK alo 51 da S 3l 5 koo L5 31 XaNMIUM 00,5 (5 4 51
)l Cad g (iog, S0 1,08-2,Y0) a5 glay ) aiils (oo Dlao S50 j0 Lol oo EUpatorium os )8 cos 4y g0l calids
ool S5 BB sl 5V, Y=o YY) Lo T s s b L

S o oy 4 Sl aslllas
slaails oS Clas slubis Gas

gh walyd glpl o laaiss ool (S5
0,5 wlie 5l (o9l ol ragh 50

Sl S5y 9 00,5 slaals ojlail .ol sanlice oo 2
ol 4298 BB Ol st asllas 5,50 lassST ‘%‘u“ B g yhd a4 el Cons gl das 3l )5 cwlisosn,
3,90 sladiss o prioniz slo lliguli 3 Q Q ool aails e eads glulils (slos S (glaog 3 SLSay yo 4 wisls

las a5 aia e Hlis baazsl oyl 8,8 15 Lol glos 5 05,5 dus ;5 axlllas

2 pled gl oo Sledbl aslgs
Heliantheae slaaisl plas ;o cwliiod® Slav Cowdl p guw i ol L ol mls oS wal3 09,5 cpl slac!
o2l .(Mazari et al. 2012, Stanski et al. 2013, Salamah et al. 2019, Usma et al. 2022, Perveen & Rauf 2023) s ls s
o yl> cwlihcsn oy a4y o owlidios S las ol o b, (Blackmore et al. 2009) 1, 5 j50Sd oS00 b (yuioran gl
s Sie P Ceeal s callas Lawls o Heliantheae auile aseinl sandab sga> slls slaog,S anolio g w40
03,5 cilizee glaced (aseis gl drho sl Silis lsie 4y 5 (6,500 Slalllae ;o dagyl oy alold 5 b el )l calor I ol
Wortley et al. 2012, Stanski et al. 2018, Usma et al. ) el 43,5 |13 ST 5,50 Heliantheae ;s Sslotun Ll g
(2022, Perveen & Rauf 2023

5 (Temizer & Tirkmen 2015) E. cannabinum alez 3l « qw,p Cov sbdisS Sy j0 00,5 cwliicoy, ax 3]
Slas | glacgazme (lawslin 68,59, L ol ingh Jg @i )5 1,8 axlllas 5,90 5 ion (Meri¢ & Dane 2005) G. parviflora
5 beals o oyl olal ,o 1) Heliantheae 51 ks jge sbaasl,l jo ba,ls wliscsy, o Sy » oSt L1, owlidos S
ol 00903 gy 1y ] e slasglas

ks 3l Heliantheae ;| Ambrosiinae 4, g0 ,» a5 X. spinosum 4 A. artemisiifolia 4555 g0 «ganadios logai ulwly
@Zhang et al. 2021) |, IKes 5 S515 ol b (saiog,S ol 45 Canl azgs o ad 15 S0y IS 0 imme adies 55 G o

OB anled il gwyp aslllas ol o Xanthium g Ambrosia > ¢ 5l Sslae slaaiss ax 31 ecils Slgtron 050> U 5
‘Lb)l.’> O°9° ob55 o)aj Le 6‘5~AJLM.AJ°\>)§ Slas L5‘>)" ).’a.' )‘ ul.s U"‘ ‘).i).é S )‘ J...J)f )‘)3 JI""“A e g.iv 9O w90 u.i‘

V¥



oyl asile alie slo S5y (S p oolelp 1, Xanthium sladaisS oyl scasls cillas 35 (Y2 YY) By, g gy Slaslie b
Jb ol bassls 18 e slos )5 o jo Ward sl Saais ;o aililas dligs 15 G 10 (6.5 )18 00,5 slaails joolisS sla,l>
51 < 5 4 H. tuberosus 4 E. prostrata . Jle sl .o sanlie saeg,S jo Sslee slagSIl Heliantheae slacl ole o
5 G. parviflora wgdle 45 .03 )3 13 Sglate slaades ) 10 @aled G 4 g0 » 3l 59>4 L Helianthinae 4 Ecliptinae
.ux8 5 8 Heliantheae 5 E. prostrata o Eupatorieae ;| E. cannabinum U of jes alg> 55 S5 o Millerieae ;I S. orientalis
Panero & Funk 2002, ) cuils LolS sl abgs o sboalod (gl oo (3155 (Saisld Lalg, b onades slagSl ol
L yol> adllas o Sigesheckia ¢ Galinsoga SGo 3« Jl> ¢! L .(Baldwin 2009, Mandel et al 2019, Zhang et al. 2021, 2024
W ooy sbasly ;o iz 98 (ol 5l Soliie slaaiss (LT addllas jo reils Slysren 890> B (Y+YY) o e g S5l ol
(Ol 5100 5l (6,10 pdiges b g slaus Swgijolid slaosls wlul,y (Zhang etal. 2024) | ) Kan § Kl .0u8 5 13 080
,1,3 Perityleae 5 Bahieae .Chaenactideae Madieae Lol sodS s |, Eupatorieae 5 ws,5 oSG Millerieae (s ,LscSs ué
b g0 ol Soop b as oe8«cs S 1,8 Heliantheae ;1 H. tuberosus LS, Coreopsideae ;| B. tripartita . Llio ,o .aisls
ailesls oylas (Zhang et al. 2021, 2024)  S.os5sld Sldllas iy .cuils Sladren (g0g05 b ailda wiglin g 09,5 gzl 5o
s (Egemme ,o 0,5 1,3 Helianthinae ;I ;5,55 Coreopsideae 4, Ecliptinae g oogs yoausmy 05,5 cpl (9,0 Laily, a5
Seiighd Ly Logy) a5 0gd e slaasl)] (saieg S 4 Wilg o ewlion  Slao Sy ,0 calid a5 aeo o olis ol
Jolo Laly, (55l s3gamme (glsity L (poliion S aaly 4 wials (Lt 55 (V- VT) s 5 Kty 505 0050 L (S0
Az Sl by, Slio o e o Ken Sl Sl Gualsd (VT ol 5 S5 S oo aly) JsSse S35ks )
30 6Bl (el go Jiali8l jo aulgr co Dl s (pl 4S Woges Slgiiny 5 wis,S 4gl )l Heliantheae og,5 )0 « el slo Sis
5 wliios )F Slas (o oad saslive glacalls S ol pls ail ansls i ol o glaisS 18T g adusd STy,
oo Seijekd Laly ) saimslis g wll swlibosy, olas 6>)U5‘ s S5 25k el (Kas yol dslllas
Aol el gl
ko 55 0 pstedizr sla ol ol (IS ek @
ol 5l ol slagSIl aim 2 S e wal 8 Goie Sledb|
SBolaiw] Coenl Wilgi co J9Sg0 g (owlision,S daled Gl (Slstranls
aiile 03,5 slo Fg 2 bl s 2ol 5 e Jolse 25l b cenl S ba Slgmeenls ol 51 o2 (@l 2023
35 5 039 NS 50 00,5 by, Wl o dasse Jalge a8 wlools (ylas 1 i Slalllae il Loy o] o5l g U
(Yang et al. 2020, Noroozi et al. 2022) wily aiils il 5 awlidos )5 Slas )0 o cdalive &l sl sidu (6,5 IS
500,5 oigid £45 aials p Wilg oo i a8l Ol ks a7 ols LS (Hidalgo et al. 2023) ) 5 slase slaaidl, wgdle 4
Glos,S Slio 3 ou oaslive glacglis 5 sy g, opl 5l asl S35 Sladl 05,5 Cudbge slaais S 4t o
Slllas piline Jio! cpl ooy wiz 2 il bd e SSlies sl 85l o Ll s b cul S Heliantheae glaassS
Lol BliSee Jasme slagbal S50 sasie slaciunex 5l gl paiged 5 (B slaosls (285 a3 5 Lofeg 4 es S
s s 4y 45 ol (s |y anlllas 3,50 sadisS ) palato 05,5 as aileln Woliygs 05,5 55 Lol agh @l

axJlas SHyge (_QLQ:A.:‘ T ‘5.\.».:09; 9 )JLQJ ) Gle.{:;o.); ‘_gLQ

U"‘ Ju&ggw‘;ﬁyéw)#hb)l)&)‘ > -
Keating et ) aao lii |y a> LS

(Y-YY) Gg3y 5 (g sloaxdl L Xanthium o Helianthus .5 g0 .aial ai8,5 (L5 o Xanthium 4 Eupatorium Helianthus
Serngig ST a3 iy a5 Al S5 b sl o caled gty 51 oisT ooy b ol alle  Jlm (] saintls Cillas
Solay o owlidion )5 sla g 5l (6 ke Lk 51 Xanthium 4 Eupatorium sleccs yu Calid 9929 L 0,8 0 oy |y (6 ie0
03,5 5 0,5 ool ) o 90 (nl S Bl el jlad 4 b5 el )| cond g o)l glis )l ohag 4 oS Do (S 50
Iy o ol (StiX 1960) uSciw! .ol 48,5 103 oolaiwl 0,90 5 (B0 liwlS cwlidos S olallas ;o 5 iy [Eupatorium
prolate- 4 oblate-spheroidal sla Lo 0o 3 slaails S8 ojlail alaz 31 cwlidion,§ o Sy 5l lacgomme wluly
JoLis (Eupatorieae ;I aisS aw 55 (Yo VA) o )Sen 5 Sibinl 05 oy bb)l> 4 by e b Shy & 9 Spheroidal
Mikania micrantha 4 Vittetia orbiculata (DC.) R.M.King & H.Rob. .Chromolaena laevigata (Lam.) R.M.King & H.Rob.

VO



5o isls I3 Eupatorium s 10 oligS sla > g 0o ,5 slaails S>o5 ojlail alos 31 ¢ qwlidion 5 sla S5 (wlel s 1, Kunth

Syze Sais (b ol b scesls cllan gog0m b ey Slidllae s oo ay)) slaciosi b oo ol b Shis pols aslllas
o Dglaie g Olllas b gy

b 4y (oo s J5b S s s lio Heliantheae o5,5 slaasl)l (5 1 55l allas 55,05 & 4255

Sgad SIS o woysionizr slo el 5l ol walels JUS o a5 a4 la )l glas )] Cond g by gl plginl e

PS5 plelid oS sl esliiul b s oo 1) g0l 03,5 o S (nl elol 108518 4z 5 3 50 slos S

axfloo 090 slBdigS 10 00,5 srcwd o lwld solpsuiy wls

HEIANTNUS 05,5 (i oo Sl LYYOU ply o> (lad
S bayls el )] Cond 91,17 5l eS plginl jemme B 4y (dad jemme Job s ¢ 5eg ,Sn YO 5 yieS (ad jemme Jobo -
¥ e A A I\ BOR S PR ES
Eupatorium os,5 ol v Sl LAWY L ol ol jhd 4y la 5 elay ) cod 5 g, S 1,08 51 iy glas I L o s -
Xanthium os 5 LY 5l S by jhad oo el )| s S b 9,500 1,07 £l )L a5 -

oololyy Asteroidae glacl slp 1) augilde wgae ol (Y2VY) ) Sen
ololn ol okt slacas (blio ;0 .00 (5155 6 90 (59, oS o SResliial b g (n S LSle ) sla Ss
55 S 5 (538 sS Sern Slaalie | eslitul b 5 sasille g MU b Sy 5l Solie Slio acgezma

‘ LI B> bogdle 4 3oy pai ong) (9 Sl
Slasgorme ululn 00,5 Slaced Gy g alobid &5 & 5 NP oo ol 00D (o) SLBASS Coz Lz 5o soleriny
Slao Gl p Sogignsh Oldlas jo da \ls RN s 900,85 alb ojlul Al 0o F cwlibcsy, wlas
Wodehouse 1926, Osman 2006,
Coutinho et al. 2011, Stanski et al.
9 dwalie (gl duie (65,505, WilgS o

sl g sgae Heliantheae o9 5 slaasl,l 55 o

00 )5 Olas 5l glasgemme wlwly 00,5 gancws a5 wes oo lis Sldlas ol (D
il BleilS 3 SeagignST slaog 5 S5
ailile wigliygs 05,5 Silotn Slilllae ;5 JaSe salyd lsie ay wiilys o anlllae iyl 5l Jols clidion 5 slaosls
Sllel @) 4 e la,Slas (e (JoSge slaosls boljen (Bl slod Sug; oz )ly 5o g WS I3 eslinul 50
s «(Noroozi et al. 2022, Qu et al. 2025b) wiiS S yLawlS ;o (siglin g Lajly, gy S50 5 (gaiuails Seups « SogiguSC
Grdigel 4 cwyiwd )8 Cudgaome o 4 Boes a5 09y 00l gy sloaisS Sgasme Lios olowi (g pl slacusgasw
Gl SS o laslinl oyl )0 casdlas oyl jo oolatwl 5,50 (0gs )b y2 (slodigad ax ST.00 sloul (5 )Is paiged Slojy Cudgasms 5 cunlio
& siomiad il itie JoIS 5 4y i |y 03,5 STy o 2 0o A5 5 5SS uly il Jlatol Ll e
03,5 JSlussy (o Sl (9 5Smg e 3l bl (Sl 3l 950 (KL el Dlig a4 (o s )3 Cudgize Jolo
ools olulys B o Soilaiaps Lasly, o oq, 0! 51 00t ool JgSge sboosls 5 ighs oyl 5o codle & 5515 ool
58 oan] Glalas dacosgame pl 4 axgi b ogd JooSs S9ge alel b oan| Slalas o Qilgi oo g 28,5 ploil cwlision,S
Gl 8 gy 2 41 oS Lbpg il glaanels po aal)T 516l paiged (35S b il 058 (al 00,5 (pulidicsn; A
Zhang et ) sjls o JolSs slaasT b g s3biteg slag,55le b layl bLs )l g sles S Slano g4 65 S jo dawme Jolge
50,5 walyd 00, u3F1 Jslugy) 0,8 (55385 AL Wlss oo (5908 (35S 5K Sue 5l eolital iwizeon (al. 2024
Skvarla ) w8 S Slots Sladllas yo oliios 5 Slio SLSE @08 (bl s baisS Gl b slacsles olulis a
Aglin g 09,5l sidu gwlibos 5 cw,p b o> Liagh (etal 1977, Coutinho et al. 2016, 2021, Gabarayeva et al. 2024

\¥



5 los T cloog,T SuSis o 1y Slio oyl Coanl dayl glos, lio g5 5 catin slasSll Llolid fad oll o aslle
ol s 35 1 09,5 ol Seiladiamens Slalllas

Sl ol

oz 3l 1250 Bl 5 (003,15 olKtils (635 50 olKtylojD) jgaplitr Ll @il 5115 055 10,08 5 ol 150 0I5
S5 et €55 55 SBT3l o 3 sm Sl g S Sy San 25l st ol 2 ) sSls (535 m ol2alesT)
Wloos (agh (nl 0 5 (BLS ladiged ad o plinl el )l Gla,Son 5 laculex o 4 ((0))l95 ol sliw))
ladigel 4d ;5 (5,0 (6l 52 (g0l oRilo) 0l ST o)lgy @l 5 (sezme dazme GBI 5105 o 0,08 035 55k 4
Lo jseme waige SB 5 (598" (S50l o duha) (5,9bodo0l3 ashae 1250 Wil 5l cogdle 4 .09 oo (5l iSwlbiw aLS
B9 o0 (19,08 (LS sladiged s sl (Mie (o938 oLLID) (2 p29>

References

Allen, P., Bennett, K. & Heritage, B. 2014. SPSS Statistics version 22: A practical guide (3rd. edition). Cengage Learning
Australia Pty Limited.

Atazadeh, N. & Ghahremaninejad, F. 2025a. Pollen diversity in the tribe Cardueae (Asteraceae) and its taxonomic
significance. Microscopy Research and Technique 88(5): 1422-1450. DOI: 10.1002/jemt.24778.

Atazadeh, N. & Ghahremaninejad, F. 2025b. Pollen diversity and Its systematic significance in the tribe Anthemideae
(Asteraceae). Grana 64(5-6): 260-278. DOI: 10.1080/00173134.2026.26 §469.

Atazadeh, N. & Ghahremaninejad, F. 2026a. Pollen diversity and its_syfle significance in the tribe Astereae
(Asteraceae). Brazilian Journal of Botany 49: 30. DOL 8 1004540 -01154-2.

Atazadeh, N. & Ghahremaninejad, F. 2026b. Pollen mo thgtribes Gnaphalieae and Calenduleae and their

systematic contributions. Rostaniha 27(1): 34, : 10.22092/BOT.J.IRAN.2026.372207.1447.
Atazadeh, N., Sheidai, M., Attar, F., Gh err@B F. & Koohdar, F. 2020. A palynological study of Cousinia Cass.
0

(Family Asteraceae), secti unge and Platyacanthae Rech.f. Granna 59(6): 428-443. DOI:
10.1080/00173134.2020.1781%7.

Baldwin, B.G., Wessa, B.L. & Panero, J.L. 2002. Nuclear rDNA evidence for major lineages of helenioid Heliantheae
(Compositae). Systematic Botany 1: 98-161.

Baldwin, B.G. 2009. Heliantheae alliance, Chapter 41. Pp. 409-431. In: Funk, V.A., Susanna, A., Stuessy, T.F. & Bayer,
R.J. (eds), Systematics, evolution, and biogeography of Compositae. International Association for Plant Taxonomy.

Barkley, T.M., Brouillet, L. & Strother, J.L. 2006. Flora of North America Asteraceae. Vol. 21. Oxford University Press.
New York and Oxford.

Bentham, G. & Hooker, J.D. 1873. Genera Plantarum. Sistens Dicotyledonum Gamopetalarum Ordines XLV:
Caprifoliaceas-Plantagineas. VVol. 2. London. International Book Distributors.

Blackmore, S. 2007. Pollen and spores: Microscopic keys to understanding the earth’s biodiversity. Plant Systematics
and Evolution 263: 3—12. DOI: 10.1007/s00606-006-0464-3.

Blackmore, S., Wortly, A.H., Skvarla, J.J. & Robinson, H. 2009. Evolution of pollen in the Compositae. Pp. 101-130. In:
Funk, V.A., Susanna, A., Stuessy, T.F. & Bayer, R.J. (eds), Systematics, Evolution and Biogeography of the
Compositae. Vienna, Austria, IAPT.

Bremer, K. 1996. Major clades and grades of the Asteraceae. In: Hind, D.J.N. & Beentje, H.J. (eds), Proceedings of the
International Compositae Conference, Kew, 1994, Vol. 1, Compositae: Systematics. Royal Botanic Gardens, Kew.
1-7.

VY


https://doi.org/10.1002/jemt.24778
https://doi.org/10.1007/s40415-026-01154-2

Cassini, H. 1819. Sixieme mémoire sur la famille des Synanthérées, contenant les caractéres des tribus. Journal de
Physique, de Chimie, d’Histoire Naturelle et des Arts. 88: 150-163 & 189-204.

Cassini, H. 1829. Tableau synoptique des Synanthérées. Annales des Sciences Naturelles. Paris. 17: 387-423.

Coutinho, A.P., Silveira, P., Pita, C., Santos, M.J., Saraiva, C. & Perpétuo, N.C. 2021. Pollen morphology of Xanthium
L. (sl) (Asteraceae, Asteroideae, Heliantheae, Ambrosiinae) in the Iberian Peninsula - a palynotaxonomic approach
to a poisonous, allergenic and invasive genus. Grana 60(1): 35-56. DOI:10.1080/00173134.2020.1737729.

Coutinho, A.P., Aguiar, C.F., Bandeira, D.S.D., Dinis, A.M. 2011. Comparative pollen morphology of the Iberian species
of Pulicaria (Asteraceae, Inuleae, Inulinae) and its taxonomic significance. Plant Systematics and Evolution 297:
171-183. DOI: 10.1007/s00606-011-0505-4.

Coutinho, A.P., Valente, M., Franga, R., Perpétuo, N. C., Kanoun-Boulé, M., Gouveia, M., Soares, M., Borges, J. &
Currais, L. 2016. A contribution to the knowledge of the exine, with special reference to the ultrastructure, in
subtribe Ecliptinae (Heliantheae, Asteraceae). Plant Systematics and Evolution 302(9): 1207-1216. DOI:
10.1007/s00606-016-1326-2.

El-Garf, I.1LA. & Osman, A.K. 2007. Palynological studies on Egyptian species of subfamily Asteroideae-Compositae
(tribes Astereae, Calenduleae and Eupatorieae). Feddes Repertorium 118(5-6): 192-205. DOI:
10.1002/fedr.200711133.

Erdtman, G. 1943. An introduction to pollen analysis. Chronica Botanica Company, Waltham, Mass.
Erdtman, G. 1952. Pollen morphology and plant taxonomy: An introduction to p&ynology. Angiosperms. Copenhagen.
Funk, V.A., Susanna, A., Stuessy, T.F. & Bayer, R.J. 2009. Systematics, efol

Vienna, 1APT. \g
Gabarayeva, N.I., Britski, D.A. & Grigorjeva, V.V. 202§ Pq alfdevelopment in Impatiens glandulifera: exine
substructure and underlying mechanisms. Pij®plas 61: 111-124. DOI: 10.1007/s00709-023-01887-x.
ej ad Falatoury, A. 2025. Updated catalogue of Iran’s endemic
angiosperms. Taxonomy an bicg? 7(3): 23-70. DOI: 10.22108/TBJ.2025.146441.1314.
Halbritter, H., Ulrich, S., Grimsson, , M., Zetter, R., Hesse, M., Buchner, R., Svojtka, M. & Frosch-Radivo, A.

2018. Illustrated pollen terminology. New York, Springer-Verlag. DOI: 10.1007/978-3-319-71365-6.
Hammer, @., Harper, D.A.T. & Ryan, P.D. 2012. PAST: Paleontological statistics software package for education and

and biogeography of Compositae.

Ghahremaninejad, F., Alirezaei, Z., Mo

data analysis. Palaeontologia Electronica 4(1): 1-9. http://palaeo-electronica.org.

Hesse, M. & Blackmore, S. 2013. Preface to the special focus manuscripts. Plant Systematics and Evolution 299: 1011—
1012. DOI: 10.1007/s00606-013-0811-0.

Hesse, M., Halbritter, H., Weber, M., Buchner, R., Frosch-Radivo, A., Ulrich, S. & Zetter, R. 2009. Pollen Terminology:
An illustrated handbook. New York, Springer-Verlag.

Hidalgo, O., Sdnchez-Jiménez, I., Palazzesi, L., Loeuille, B. & Garnatje, T. 2023. Pollen evolution in the genus Echinops
(Cardueae, Asteraceae): Deciphering the origin of giant pollen grains. International Journal of Plant Sciences
184(5): 366-377. DOI: 10.1086/724497.

Keating, J.N., Garwood, R.J. & Sansom, R.S. 2023. Phylogenetic congruence, conflict and consilience between molecular
and morphological data. BMC Ecology and Evolution 23: 30. DOI: 10.1186/s12862-023-02131-z.

Lin, M., Qiu, J., Xie, K.Q. & Tan, D.Y. 2023. Palynological features and taxonomic significance for 16 species of Gagea
(Liliaceae) from Xinjiang, China. PhytoKeys 225: 53-68. DOI: 10.3897/phytokeys.225.101518.

Mandel, J.R., Dikow, R.B., Siniscalchi, C.M., Thapa, R., Watson, L.E. & Funk, V.A. 2019. A fully resolved backbone
phylogeny reveals numerous dispersals and explosive diversifications throughout the history of Asteraceae.

A


https://doi.org/10.1080/00173134.2020.1737729
https://doi.org/10.1007/s00606-016-1326-2?urlappend=%3Futm_source%3Dresearchgate.net%26utm_medium%3Darticle
https://doi.org/10.22108/tbj.2025.146441.1314
https://doi.org/10.1086/724497

Proceedings of the National Academy of Sciences 116(28): 14083-14088. DOI: 10.1073/pnas.1903871116.

Mazari, P., Khan, M.A., Ali, B., Mangi, J.D., Bux, H., Khan, K.Y., Mughal, S., Ahmad, M., Zafar, M. & Akhter, A. 2012.
Palynological diversity in selected medicinal plant species of Asteraceae (Compositae) from the flora of Kaghan
Valley. Journal of Medicinal Plants Research 6(14): 2747-2753. DOI: 10.5897/JMPR11.693.

Merig, C. & Dane, F. 2005. A new alien species for the flora of European Turkey: Galinsoga parviflora (Asteraceae).
Phytologia Balcanica 11(1): 63-66.

Noroozi, M., Ghahremaninejad, F., Bogler, D., Witherspoon, J.M., Ryan, G.L., Miller, J.S., Riahi, M. & Cohen, J.1. 2022.
Parsing a plethora of pollen: the role of pollen size and shape in the evolution of Boraginaceae. Cladistics 38: 204—
226. DOI: 10.1111/cla.12488.

Osman, A.K. 2006. Contributions to the pollen morphology of the tribe Inuleae (subfamily Asteroideae-Compositae) in
the flora of Egypt. Feddes Repertorium 117(3-4): 193-206. DOI: 10.1002/fedr.200511096.

Osman, A.K. 2011. Pollen morphology of tribes Gnaphalieae, Helenieae, Plucheeae and Senecioneae (Subfamily
Asteroideae) of Compositae from Egypt. American Journal of Plant Sciences 2(2): 120-133. DOI:
10.4236/ajps.2011.22014.

Pakravan, M., Safavi, S.R., Zarei, R., Tavakoli, Z., Ghahremaninejad, F., Noroozi, M., Bokaee, Z.N., Alimadadi, M.,
Ghodusian, N., Hosseini, F. & Moradi, F. 2024. Palynological investigation of some genera of Cichorieae
(Asteraceae) in Iran. Microscopy Research and Technique 87(12): 3073-3088. DOI: 10.1002/jemt.24663.

Panero, J. 2005. New combinations and infrafamilial taxa in the Asteraceae. Phy®logia 87: 1-14.

Panero, J. 2007. Key to the tribes of the Heliantheae alliance. Pp. 391— reit, JW. & Jeffrey, C. (eds), The

es, Vol. 8. Springer, Berlin.

Families and Genera of Vascular Plants Flowering PI

Panero, J. & Funk, V.A. 2002. Toward a phylogeneticggub
Proceedings of the Biological Society of Wa#ingtong15(4): 760-773.

Peng, Y., Pu, X, Yu, Q., Zhou, H., Hugg, &
species of Blumea DC. a atgC ass. and its taxonomic significance. Plants 12(16): 2909. DOI:
10.3390/plants12162909.

Perveen, A. & Rauf, T. 2023. Palynological investigation of the tribe Heliantheae (Asteraceae) in Pakistan and its
taxonomic implications. Iranian Journal of Botany 29(2): 132—146. DOI: 10.22092/1JB.2023.362462.1416.

Podani, J. 2000. Introduction to the exploration of multivariate data. Backhuys, Leiden, 407 pp.

POWO, 2026. Plants of the World Online. Facilitated by the Royal Botanic Gardens, Kew. https://powo.science.kew.org/
[Accessed 6 July 2026].

Punt, W., Hoen, P.P., Blackmore, S., Nilsson, S. & Le Thomas, A. 2007. Glossary of pollen and spore terminology.
Review of Palaeobotany and Palynology 143: 1-81. DOI: 10.1016/j.revpalbo.2006.06.008.

Qu, T., Chen, X., Zheng, X., Zhang, Y., Shao, Y., Sun, H., Zhang, B., Xie, G. & Fu, Z. 2025a. Pollen morphology and
species differentiation in selected species of Inuleae (Asteraceae). Phytokeys 263: 215-240. DOI:
10.3389/fpls.2025.1558995.

Qu, T., Xie, G., Zheng, X., Chen, X., Zhang, Y., Lu, L. & Fu, Z. 2025b. Systematic analysis of some Astereae (Asteraceae)

ssification for the Compositae (Asteraceae).

. & Gao, X. 2023. Comparative pollen morphology of selected

species by Integrating pollen morphology and molecular evidence. Frontiers in Plant Science 16: 1558995. DOI:
10.3389/fpls.2025.1558995.
Robinson, H. 1981. A revision of the tribal and subtribal limits of the Heliantheae (Asteraceae). Smithsonian
Contributions to Botany 51: 31-72.
Salamah, A., Luthfikasari, R. & Dwiranti, A. 2019. A. Pollen morphology of eight tribes of Asteraceae from Universitas
14


tel:14083-14088
https://doi.org/10.1073/pnas.1903871116
https://doi.org/10.1111/cla.12488
https://doi.org/10.1002/fedr.200511096
http://dx.doi.org/10.4236/ajps.2011.22014
https://doi.org/10.3390/plants12162909
https://doi.org/10.3390/plants12162909
https://doi.org/10.22092/ijb.2023.362462.1416

Indonesia campus, Depok, Indonesia. Biodiversitas 20(1): 152-159. DOI:10.13057/biodiv/d200118.

Skvarla, J.J., Turner, B.L., Patel, V.C. & Tomb, A.S. 1977. Pollen morphology in the Compositae and in morphologically
related families. Pp. 141-265. In: Heywood, V.H., Harborne, J.B. & Turner, B.L. (eds), The Biology and
Chemistry of the Compositae, Vol. 1. Academic Press. London.

Stanski, C., Luz, C.F.P., Nogueira, A. & De Souza Nogueira, M.K.F. 2013. Palynology of species in the Astereae and
Heliantheae tribes occurring in the region of Campos Gerais, Parana State, Brazil. Iheringa 68(2): 203-214.

Stanski, C., Moro, R.S., Nogueira, M.K.F.S., Kuniyoshi, Y.S., Luz, C.F.P. 2018. Palynology of species of Anthemideae,
Eupatorieae, Inuleae, Mutiseae and Senecianeae tribes occurring in the region of Campos Gerais. Parana State,
Brazil. Iheringia 73(3): 353-362. DOI:10.21826/2446-8231201873312.

Stix, E. 1960. Pollen morphologisch e Untersuchun genan Compositen. Grana Palynology 2: 41-126.

Susanna, A., Baldwin, B.G., Bayer, R.J., Bonifacino, J.M., Garcia-Jacas, N., Keeley, S.C., Mandel, J.R., Ortiz, S.,
Robinson, H. & Stuessy, T.F. 2020. The classification of the Compositae: a tribute to Vicki Ann Funk (1947—
2019). Taxon 69: 807-814.

Temizer, K. & Turkmen, Z. 2015. Pollen Morphology of Eupatorium cannabinum L. Mellifera 15(1): 12-15.

Usma, A., Ahmad, M., Ramadan, M.F., Khan, A.M., Zafar, M., Hamza, M., Sultana, S. & Yaseeen, G. 2022 .Micro-
morphological diversity of pollen among Asteraceous taxa from Potohar Plateau-Pakistan. Microscopy Research
and Technique 85(7): 2467-2485. DOI: 10.1002/jemt.24102.

Wanninger, A. 2015. Morphology is dead long live morphology! Integrating M&phoEvoDevo into molecular EvoDevo

Club 53: 479-485.
Wortley, A.H., Blackmore, S., Chissoe, W.F.
pr unstudfed and unplaced taxa. Grana 51: 158-179. DOI:

palynology, with emphasis o
10.1080/00173134.2012.6

Yang, L.E., Lu, L., Burgess, K.S., Li, D.Z. 2020. Evolution of angiosperm pollen: 8. Lamiids1. Annals of
the Missouri Botanical Garden ®5: 323-376. DOI:10.3417/2020500.

Zhang, C., Huang, C.H., Liu, M., Hu, Y., Panero Jose, L., Luebert, F., Gao, T. & Ma, H. 2021. Phylotranscriptomic
insights into Asteraceae diversity, polyploidy, and morphological innovation. Journal of Integrative Plant Biology
63(7): 1273-1293. DOI: 10.1111/jiph.13078.

Zhang, G.J., Yang, J.B., Zhang, C.F., Jiao, B.H., Panero, J.L., Cai, J., Zhang, Z.R., Gao, L.M., Gao, T. & Ma, H. 2024.
Nuclear phylogenomics of Asteraceae with increased sampling provides new insights into convergent
morphological and molecular evolution. Plant Communications 5: 100851. DOI: 10.1016/j.xplc.2024.100851.



https://doi.org/10.13057/biodiv/d200118
https://doi.org/10.21826/2446-8231201873312
https://doi.org/10.1002/jemt.24102
https://doi.org/10.3417/2020500
https://doi.org/10.1111/jipb.13078

