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ABSTRCT

The subfamily Dynastinae generally exhibits strong dimorphism among males. However, until recently, studies on

dimorphism and allometry were limited to horns. Lycomedes is a neotropic genus that belongs to the subfamily
Dynastinae and is restricted to the Andean region of Colombia, Ecuador, and Peru. Among the Colombian

Lycomedes species, this study focuses on the L. reichei and allied species, which have been designated here as the
L. reichei species group, that displays a dramatic allometry. Here, various morphological characteristics of the L.
reichei species group were analyzed and an allometry was proven.
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Introduction

Allometry is a study of the relationships between changes
in a body part and its overall size (Levinton, 1988).
Intraspecifically, morphological differences are not
pronounced, because most traits are proportional to the body
size (McCullough, 2015). However, certain traits increase in
size faster than the overall body size. Thus, small individuals
and large individuals can be proportionally different
(McCullough, 2015). Among the traits, sexual structures are
more variable than nonsexual structures, as recorded for most
beetles (Romiti, 2015), such as Coleoptera: Lucanidae (Knell,
2004) and Coleoptera: Scarabaeoidae (Emlen and Nijhout,
1999).

The subfamily Dynastinae usually exhibits strong male
dimorphism, especially exaggerated horns (McCullough,
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2015). Such ornaments and weapons are signals that indicate
the potential of a male to compete with other males or mates
(Green, 1992). In addition, the presence of pronounced
ornaments and weapons infer that the male is large and of a
high-quality breed because positive allometric structures are
expensive to produce and carry (Anderson, 1982; Kodrick-
Brown and Brown, 1984).

Lycomedes De Breme, 1844 is a genus that is distributed
only in the Neotropical region, along the Andes from
Colombia to Peru. Earlier, it was recognized as the same
taxonomic group as Spodistes, but, at present, these two
groups are considered distinct (Arrow, 1902). Resembling the
other genus of Dynastinae, Lycomedes exhibits strong sexual
dimorphism and intraspecific polymorphism. Although the
subfamily  Dynastinae is  constituted of many
polymorphic species, Dynastine beetles have received
much less attention compared to other species like
Lucanidae.

Among the ten species of Lycomedes, six are known in the
Colombian Andes (Neita-Moreno & Ratcliffe, 2019), which is
well known for its great biodiversity and the high levels
of endemism (Myers, et al., 2000; Kattan, et al., 2004). In
this study, the allometry of Lycomedes was analyzed for the
first time in the literature.
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Materials and Methods

Study design

At first, we investigated the existence of a related species
group among Colombian Lycomedes. Figure 1 shows the
morphological ~ phylogenetic  results of this search.
Additionally, the distribution data of the L. reichei species
group is shown in Figure 2.

After basic research on the L. reichei species group, the
allometry was analyzed within the group. Because L. reichei
displayed the most dramatic allometry, further morphometric
analysis was conducted using the data of L. reichei. Positive
allometries were observed, and, finally, the clustering analysis
confirmed that L. reichei could be separated into several
groups based on morphological measurements.

Specimens for the study

A total of 19 specimens (Table 1) belonging to the
following collections or institutes were studied. The male

——— L. enigmaticus

genitalia were extracted by using forceps. The parameters
were glued on cardboard and pinned below the specimens.
NHM  Natural History Museum, London
MNHN  Muséum National d’histoire Naturelle, Paris
CPFA Patrick Amaud Collection, Paris
WCPC Wonseok Choi Private Collection, Seoul

Morphological characters and measurements

Specimens were examined under Nikon SMZ645 or
photographed with Nikon D5200 (Tokyo, Japan) with a
Tamron 90-mm Macro lens mounted on the Wemacro macro
rail. Photos of each specimen were merged by using the
Zerene Stacker program (Zerene Stacker, Richland, WA, USA).
ImageJ (Caroline, Rasband, and Eliceiri, 2012) was used to
measure each body part. The body length (BL) is the distance
between the clypeus and the apex of the elytra. Elytra width
(EW) and Elytra height (EH) refer to the largest distance of
the elytron. Pronotum width (PW) is the largest width of the
pronotum. Tooth height (TH) is measured by drawing an
imaginary line A that halves the tooth, and a line B is drawn

ﬁ WCPC79
WCPC78 L. hirtipes
|— WCPC77
] L. ramosus
WCPC75 | L. hirtipes
EC11814
WCPCT73
L. reichei major
M WCPC80
;L. ‘Iydiae
WCPC49
— WCPC44
ﬁ WCPC45
WoPCa7 L. reichei minor
WCPC42
WCPC43
WCPC41
WCPC46
L. salazari
0.7

Fig. 1. Morphological phylogeny of the L. reichei species group
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g> .L. reichei
. L. ramosus
. L. hirtipes
. L. enigmaticus

group Table 1. Information about the studied specimens.

Studied specimen Collected location Collected date Collector Institute or collection
lydiae_holotype Guacamayo, Colombia 12,2011 Unknown CPFA
EC11814 Colombia Unknown Unknown MNHN
reichei_holotype Socorra, Colombia Unknown Unknown NHM
WCPC41 La india, Colombia 04, 2022 Unknown WCPC
WCPC42 La india, Colombia 04, 2023 Unknown WCPC
WCPC43 La india, Colombia 04, 2024 Unknown WCPC
WCPC44 La india, Colombia 04, 2025 Unknown WCPC
WCPC45 La india, Colombia 04, 2026 Unknown WCPC
WCPC46 La india, Colombia 04, 2027 Unknown WCPC
WCPC48 La india, Colombia 04, 2028 Unknown WCPC
WCPC49 La india, Colombia 04, 2029 Unknown WCPC
WCPC73 Santander, Colombia 04, 2019 Unknown WCPC
WCPC74 Otanche, Colombia 05, 2021 Unknown WCPC
WCPC75 Valle del Cacuca, Colombia 25.03.2017 V. Sinyaev WCPC
WCPC77 Valle del Cacuca, Colombia 10,2023 Pablo S. Wagner WCPC
WCPC78 Valle del Cacuca, Colombia 10, 2024 Pablo S. Wagner WCPC
WCPC79 Valle del Cacuca, Colombia 10, 2025 Pablo S. Wagner WCPC
WCPC80 Santander, Colombia Unknwon Unknown WCPC
WCPC81 Santander, Colombia 03.03.2017 Unknown WCPC
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perpendicular to line A, contacting the apex of the clypeus,
followed by measuring the length of line A from the
intersecting point to the apex. Basal cephalic homn length
(BCHL) is the distance from the apex of the clypeus to the
anterior pronotal margin. Thoracic hom length (THL) is
measured by drawing an imaginary line A that connects the
anterior and posterior margin of the pronotum, and line B is
drawn perpendicular to line A, where it contacts the apex of
the thoracic homn, followed by measuring the length of line B
from the intersecting point to the apex. Cephalic hom length
(CHL) is the distance between the clypeus and the apex of the
cephalic homn. Eye distance (ED) is the number of eye
diameters that transverse the front (Fig.3). Eye width (EW) is
the longest distance of the eye from a dorsal view.

PW

BL
EW

Fig. 3. Measuring strategy of each body part. BCHL, basal cephalic
hom length; CHL, cephalic hom length; TH, tooth height; THL,
thoracic hom length; EH, elytra height; ED, eye distances; PW,
pronotum width; EL, elytra length; BL, body length

Data analysis

Statistical analysis was conducted with the software R (R
Core Team, 2022). After each morphological characteristic
was coded, phylogenic analysis was conducted with PHYLIP
(Felsenstein, 2013). The distribution map of the species was
prepared using SimpleMappr (Shorthouse, 2010).

Results

Lycomedes reichei species group

Among the Colombian Lycomedes, some species share more
characteristics than others. The morphological phylogenetics
results revealed that most of the Colombia Andean Lycomedes
species, except L. salazari, belong to a single clade (Fig. 2).
The results indicated the close relevance between L. hirtipes
and L. reichei. Indeed, in minor males, the two species were
nearly identical, except for a tooth on the base of the cephalic
horn and the adeagus. In this study, four species were
grouped into the species group. Among the group, L. reichei
is the main subject that was analyzed owing to its dramatic
allometries.

The L. reichei species group is constituted of the following
four species: L. reichei, L. ramosus, L. enigmaticus, and L.
hirtipes. This group is distributed along the Andes (Fig. 3) and
characterized by the combination of the following
morphological characteristics: males with cephalic homn
bifurcated; ocular canthus transverse, tip with a short forward
projection; perpendicular thoracic homn; prosternal process
projected and hollowed; humeral and apical umbones
projected; aedeagus symmetrical and elongated; a pair of
keels somewhat prominent, forming depressions near margin,
lower half slender.

Allometry of the L reiche/ species group

Although most of the species in the L. reicher species group
exhibit strong dimorphism, L. Airtipesis exceptional owing to
the constant morphology of horns. Since the first description
of L. hirtjpes is based on a dozen specimens, no major males
have been reported so far.

Among the population of L. reichei, two variations at the
base of cephalic horns have been observed. A part of the
population exhibits allometry at both cephalic and thoracic
horns. In the majority of the male species, the base of the
cephalic horn is elevated, forming a longitudinal, laterally
flattened keel connecting the middle of the cephalic horn and
frons, with the apical tip bifid (Fig. 4B). Medium males only
have a moderately elevated keel with the apical tip (Fig. 4C).
Hereafter, the above type of population is referred to as the
“reichei form.” The other population exhibits pronounced
allometry only at the thoracic horn (Fig. 4A).

PNIE 2024;5(1):1-9
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Fig. 4. Allometry of horns of L. reichei and L. hirtipes. A. L. reichei major male, lydiae form; B. L. reichei major male,
holotype, reichei form; C. L. reichei in major group, reichei form; D. L. reichei in major group, reichei form; E. L. reichei
minor male; F. L. hirtipes.
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Fig. 5. Box plots showing ratios of L. reiche/ major male and minor male. BCHL, basal cephalic horn length; CHL,
cephalic horn length; TH, tooth height; THL, thoracic horn length; EH, elytra height; ED, eye distances; PW, pronotum

width; EL, elytra length; BL, body lengt
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This type of population is referred to as the “lydiae form.”
Regardless of their type, minor males are nearly impossible to
designate the form and have minute teeth at the base of the
cephalic horn (Fig. 4E). Thus, minor males are morphologically
similar to L. Airtipes (Figs. 4E-F).

First, the ratio of various parts of the body was measured
and analyzed. All analyzed traits, except ED, displayed a
positive allometric relationship with respect to BL. Strikingly,
most traits grew much faster in major males than in minor
males. This acceleration of growth was observed in multiple
ratios; EH/EL, TH/BCHL, THL/PW, and CHL/BCHL (Fig. 5).
Differences between major males and minor males were found
to be significant (p = 0.028, 0.034, 0.005, 0.01, respectively).
Among the analyzed traits, EH and TH grew more
exponentially than the other traits (correlation coefficient =
0.67, 0.68, respectively). However, the growth of EL and PW
was steady. The ratios of EL and PW conceming BL were not
significant between major males and minor males (p = 0.14,
0.57, respectively).

Principal component analysis revealed that most traits had
a positive correlation with BL (Fig. 6). Especially, CHL/BCHL
and THL/PW ratios were highly and positively correlated with
BL and each other. In contrast, ED was negatively correlated
with most of the traits. PW/BL, which was the least
differentiated between major and minor males, displayed very
weak or no correlation with the other traits. Interestingly, k-
means clustering displayed three different clusters (Fig. 7).

Specimens with major characteristics were clustered into
group 1, and the ones with minor characteristics were
clustered into group 3. Group 2, which is composed of
EC11814, WCPC46, and WCPC48, can be regarded as the
“medium males,” that exhibit intermediate characteristics.
Indeed, WCPC46 and WCPC48 are relatively large individuals
among the minor males, and EC11814 is the smallest
individual within the major group.

CHL/BCHL .
ED
THLPW corr
TH/BCHL
PW/BL
EH/EW .
‘" o
Q” ~2§<§ \$®\’ @o?‘\’ \>Q$ % Q}@Z"
& R S

Fig. 6. Correlation of each trait or ratio of L. reichei.

Clustering of L.reichei specimens
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Fig. 7. K-mean clustering results after PCA.
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Discussion

Relevant previous studies are mainly conducted with dung
beetles (Emlen, 2000; Moczeck, 2002; Emlen, 2005;
Stanbrook, 2021), Lucanidae (Kawano, 2000; Knell et al,
2004; Knell, 2009; 1guchi, 2013), or horns of Dynastinae
(Kawano, 1995; Alvarez, 2013). In the present study, an
allometric analysis using various body parts was conducted
for the first time in the subfamily Dynastinae, genus
Lycomedes.

Allometry and ecology of the L reichei species group

The L. reichei species group is distributed along the Andes
(Fig. 3) (Milani, 2017; Neita-Moreno €t Ratcliffe, 2019; Pardo-
Locarno, 2020). L. reicheiis originally reported as “Soccora”
(Arrow, 1902), which is a misspelling of Soccoro. L. reichei can
be found in Santander at an altitude of 1200-2200 m (Neita-
Moreno & Ratcliffe, 2019; Pardo-Locarno, 2020). L. ramosus
is reported at Cundinamarca and Boyaca (Pardo-Locarno,
2020). L. enigmaticus has been reported in Tolima at an
altitude of 2406 m (Neita-Moreno & Ratcliffe, 2019). L.
hirtipes is found at altitudes of 1,200 m to 2,100 m and in
the following localities: Antioquia, Cauca, Huila, Quindio,
Tolima, Risaralda, and Valle del Cauca (Pardo-Locarno, 2020).

Notably, the distribution of the group can be separated into
two regions. L. hirtipes and L. enigmaticus, which are the
species that lack structures at the base of cephalic horn are
distributed in Cordillera Occidental and Cordillera Central. On
the other hand, L. reichei and L. ramosus, cephalic horns that
have structures, are distributed across Cordillera Oriental.
Different vegetations of each cordillera may induce different
morphological evolution. Interestingly, Colombia can be
divided biogeographically into several provinces and districts,
according to Gonzalez-Orozco, 2021. Paramo province is a
highly complex subregion in Colombia, which is divided into
five districts and 11 sub-districts (Gonzalez-Orozco, 2021). L.
hirtipes is distributed across several districts, however, L.
reicheiand L. ramosus are restrictively distributed, only within
one district.

In major males, the tooth at the base of the cephalic homs
displays two morphologies. An acute and small tooth in the
lydiae form, but a more robust, large, and longitudinally
dilated structure was expressed in the reichei form. Variations
of the tooth in the position and the morphology are evident
in Lucanidae and some species of Dynastinae. However, in
most cases, variations were detected in isolated populations.
Thus, the variation in the tooth of L. reichei may represent
the highly endemic nature of Andean species, which can be
differentiated across the mountains. Although the distribution
of L. reicheiis very restricted, the endemism of the Andes may

induce differentiation in a relatively small area, the Paramo
region shows high speciation rates (Madrifian et al,, 2013) due
to the complex topography, wide altitudinal range, and the
contrasts in soil mosaics (Etter & van Wyngaarden, 2000).

In tropical mountains like the Andes, zonation using
bryophyte is useful (Gradstein et a/, 1989). According to S. R.
Gradstein et al, tropical mountains can be categorized into a
few zones: The upper tropical submontane forest, 1200-2200
m, and the lower tropical montane forest, 2200-3000 m (S.
R. Gradstein et al, 1989). More specifically, Homeier et al.
described the Ecuadorian Andes into several vegetation types;
evergreen montane forest, 1300-2100 m, and evergreen
upper montane forest, 2100-2700 m (Homeier et al,, 2008).
Altitude contributes significantly to the diversity (Gonzalez-
Orozco, 2021). Furthermore, the “transition zone,” which is
approximately 2100-2200 m, between two altitudinal belts
may produce a variety of microclimates and unique
vegetation. Indeed, the reported collecting sites of L.
enigmaticus and the lydiae form of major L. reichei are at an
altitude of 2200-2400 m (Neita-Moreno €& Ratcliffe, 2019).
Interestingly, positive allometry of EH/EW, which implies that
major males have more convex elytra, is a phenomenon of
individuals who dwell at higher altitudes (Mani, 1968).

Allometry of L reicher

In this study, CHL/BCHL and THL/PW were highly
correlated with respect to BL. Furthermore, the two ratios
were significantly different between the major and minor
groups, which implies that both the horns grew very rapidly
with an increasing body size. Dramatic polymorphism of L.
reichei originates from these traits; basal tooth of the cephalic
horn and thoracic horn became prominent sight along with
the body size. As Moczeck suggested, body size is critical for
horn development, and the body sizes depend on the
nutritional status during the larva stage (Moczeck, 2002). The
tendency that the majority of collected specimens possess
minor traits may infer that environmental constraints exist in
the habitants of larvae of L. reicher.

The relation between body length and horn length is not
linear, rather it is discontinuous—this threshold that separates
morphologies was observed. As seen in the principal
components analysis results in this study, individuals could be
clearly clustered into three groups. BL of the minor groups
was 20.99-25.16 mm, that for the medium group was 25.04-
26.1 mm, and that for the major group was 29.18-31.35 mm.
Discontinuous points of the thoracic hom growth occurred at
25.04-25.16 mm and 26.1-29.18 mm. At the former point,
the apex of the thoracic homn started to fold, and, at the latter
point, the thoracic hom exhibited a major characteristic. A
similar tendency was observed with respect to the basal tooth
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https://doi.org/10.22920/PNIE.2024.5.1.1

‘PNIE

Wonseok Choi

of the cephalic horns.

Interestingly, among the analyzed traits, only ED displayed
a negative correlation with the other traits. Despite the
interocular distance not being any different between the
major and minor males (p = 0.57, data not shown), EW was
strikingly smaller in minor males (p = 0.00006, data not
shown). In contrast, Onthopagus acuminatus and O. taurus
were individuals with larger horns and smaller eyes, and vice
versa (Emlen & Nijhout, 1998). This phenomenon was
explained by the tradeoff hypothesis, that is, individuals with
large horns and large eyes are difficult to produce due to the
limitations in resources (Emlen, 2000). Kawano reported that
wing length and width were negatively allometric to body size
in some Dynastinae, such as Chalcosoma chiron, C. atlas,
Dynastes neptunus, and D. hercules (Kawano, 1995).
Although, in L. reichei, there is a tendency for EL to be shorter
in major males, it was not statistically significant. These
results indicate the presence of evolutional pressure that is yet
to be described.

Conflict of Interest

The author declares that there are no conflicts of interest.

Acknowledgements

The author appreciates the kind support of Max Barclay,
the curator of the Natural History Museum, Olivier Montreuil,
the curator of Muséum National d’Histoire Naturelle, and
Patrick Armaud, who allowed us to examine an important
specimen.

References

Alvarez, H. A., Carrillo-Ruiz, H., and Moron, M. A. (2013). Homs
positive allometry in a Mexican population of Strategus aloeus
(L.) (Coleoptera: Scarabaeoidea: Dynastinae). Entomotropica, 28,
87-94.

Andersson, M. (1982). Sexual selection, natural selection and quality
advertisement. Bilological Journal of the Linnean Society, 117,
375-393. https://doi.org/10.1111/j.1095-8312.1982.tb02028.x

Arrow, G. J. (1902). Notes and descriptions of some Dynastidae from
tropical America, chiefly supplementary to the ‘Biologia Centrali-
Americana’. The Annals and Magazine of Natural History, 10,
137-147. https://doi.org/10.1080/00222930208678646

Emlen, D. J., and Nijhout, H. F. (1999). Hormonal control of male
horn length dimorphism in the dung beetle Onthophagus taurus
(Coleoptera: Scarabaeidae). Journal of Insect Physiology, 45, 45-
53. https://doi.org/10.1016/S0022-1910(98)00096- 1

Emlen, D. J. (2000). Integrating development with evolution: a case
study with beetle horns: results from studies of the mechanisms
of horn development shed new light on our understanding of
beetle horn evolution. BioScience, 50, 403-418. https://doi.org/
10.1641/0006-3568(2000)050[0403 :1DWEAC]2.0.CO;2

Emlen, D. J., Marangelo, J., Ball, B., and Cunningham, C. W. (2005).
Diversity in the weapons of sexual selection: horn evolution in
the beetle genus Onthophagus (Coleoptera:
Scarabaeidae). Evolution, 59, 1060-1084. https://doi.org/10.11
11/ j.0014-3820.2005.tb01044.x

Etter, A. (1993). Ecosystem diversity in Colombia. In CEREC and A.
Angel Foundation (Eds.), Our Biological Diversity (pp. 43-61).
Bogota.

Etter, A., van Wyngaarden, W. (2000). Patterns of landscape
transformation in Colombia, with emphasis in the Andean
region. Ambio: A Journal of the Human Environment, 29, 432-
439, https://doi.org/10.1579/0044-7447-29.7.432

Felsenstein, J. (2013). PHYLIP (Phylogeny Inference Package) version
3.695. Distributed by the author. Department of Genome
Sciences, University of Washington, Seattle. https://phylip
web.github.io/phylip/

Gonzalez-Orozco, C. E. (2021). Biogeographical regionalisation of
Colombia: A revised area taxonomy. Phyfotaxa, 484, 247-260.
https://doi.org/10.11646/PHYTOTAXA.484.3.1

Gradstein, S. R., Van Reenen, G. B. A., and Griffin 111, D. (1989).
Species richness and origin of the bryophyte flora of the
Colombian Andes. Acta Botanica Neerlandica, 38, 439-448.
https://doi.org/10.1111/j.1438-8677.1989.tb01375.x

Green, A. J. (1992). Positive allometry is likely with mate choice,
competitive display and other functions. Animal Behaviour, 43,
170-172. https://doi.org/10.1016/S0003-3472(05)80086-7

1guchi Y. 2013. Male mandible trimorphism in the stag beetle Dorcus
rectus (Coleoptera: Lucanidae). European Journal of Entomology,
110, 159-163. https://doi.org/10.14411/EJE.2013.022

Neita-Moreno, J. C., and Ratcliffe, B. C. (2019). The Genera of
Agaocephalini  (Coleoptera: Scarabaeidae: Dynastinae) of
Colombia, with Description of a New Species of Lycomedes
Bréme. The Coleopterists Bulletin, 73, 1049-1063. https://doi.
org/10.1649/0010-065X-73.4.1049

Kattan, G. H., Franco, P., Rojas, and V., Morales, G. (2004). Biological
diversification in a complex region: A spatial analysis of faunistic
diversity and biogeography of the Andes of Colombia. Journal of
Biogeography, 31, 1829-1839. http://www.jstor.org/stable/
3554782

Kawano, K. (1995). Horn and wing allometry and male dimorphism
in giant rhinoceros beetles (Coleoptera: Scarabaeidae) of tropical
Asia and America. Annals of the Entomological Society of
America, 88(1), 92-99. https://doi.org/10.1093/aesa/88.1.92

Kawano, K. (2000). Genera and allometry in the stag beetle family
Lucanidae, Coleoptera. Annals of the Entomological Society of
America, 93,198-207. https://doi.org/10.1603/0013-
8746(2000)093[0198:GAAITS]2.0.C0O;2

Knell, R. J. (2009). On the analysis of non-linear allometries.
Ecological Entomology, 34, 1-11. https://doi.org/10.1111/

j-1365-2311.2008.01022.x

Knell, R. J., Pomfret, J. C., and Tomkins J. L. (2004). The limits of
elaboration: curved allometries reveal the constraints on
mandible size in stag beetles. Proceedings of the Royal Society B:

Biological Sciences, 271, 523-528. https://doi.org/10.1098/
1spb.2003.2641

Kodric-Brown, A., and Brown, J. H. (1984). Truth in advertising: the
kinds of traits favored by sexual selection. American Naturalist,
124, 309-323. https://doi.org/10.1086/284275

Pardo-Locarno, L. C., Villalobos-Moreno, A., and Ruiz, H. D. (2020).

PNIE 2024;5(1):1-9


https://doi.org/10.1111/j.1095-8312.1982.tb02028.x
https://doi.org/10.1080/00222930208678646
https://doi.org/10.1016/S0022-1910
https://doi.org/
https://doi.org/10.1579/0044-7447-29.7.432
https://doi.org/10.11646/PHYTOTAXA.484.3.1
https://doi.org/10.1111/j.1438-8677.1989.tb01375.x
https://doi.org/10.14411/EJE.2013.022
https://doi.org/10.1093/aesa/88.1.92
https://doi.org/10.1086/284275
https://doi.org/10.11 11/j.0014-3820.2005.tb01044.x
https://doi.org/10.11 11/j.0014-3820.2005.tb01044.x
https://phylipweb.github.io/phylip/
https://phylipweb.github.io/phylip/
https://doi.org/10.1016/S0003-3472(05)80086-7
https://doi.org/10.1649/0010-065X-73.4.1049
https://doi.org/10.1649/0010-065X-73.4.1049
http://www.jstor.org/stable/3554782
http://www.jstor.org/stable/3554782
https://doi.org/10.1603/0013-8746(2000)093[0198:GAAITS]2.0.CO;2
https://doi.org/10.1603/0013-8746(2000)093[0198:GAAITS]2.0.CO;2
https://doi.org/10.1111/j.1365-2311.2008.01022.x
https://doi.org/10.1111/j.1365-2311.2008.01022.x
https://doi.org/10.1098/rspb.2003.2641
https://doi.org/10.1098/rspb.2003.2641

Allometry of Lycomedes species

PNIE

ADICIONES A LOS ESCARABAJOS AGAOCEPHALINI DE
COLOMBIA (COLEOPTERA: MELOLONTHIDAE: DYNASTINAE).
En: VI Curso Escarabajos de Colombia (Coleoptera:
Scarabaeoidea) taxonomia, biologia y ecologia.

Levinton, J. (1988). Genetics, Paleontology and Macroevolution.
Cambridge: Cambridge University Press.

Madrifian, S., Cortés, A. J., and Richardson, J. E. (2013). Paramo is
the world’s fastest evolving and coolest biodiversity
hotspot. Frontiers in Genetics, 4, 192. https://doi.org/10.3389/
fgene.2013.00192

Mani, M. S. (1968). Ecology and biogeography of high altitude
insects. Berlin: Springer Science & Business Media.

McCullough, E. L., Ledger, K. J., O'Brien, D. M., and Emlen, D. J.
(2015). Variation in the allometry of exaggerated rhinoceros
beetle horns. Animal Behaviour, 109, 133-140. https://doi.org/
10.1016/j.anbehav.2015.08.013

Milani, L. (2017). Sinopsi del genere Lycomedes Breme (Coleoptera,
Scarabaeidae, Dynastinae, Agaocephalini) con ridescrizione de
Lycomedes ohausi Arrow maschio, descrizione de lycomedes
ohausi femmina e di una nuova specie dall’Ecuador. Giornale
Italiano de Entomologia, 14, 755-774.

Nijhout, H. F., Emlen, D. J. (1998). Competition among body parts
in the development and  evolution of  insect
morphology. Proceedings of the National Academy of
Sciences, 95, 3685-3689. https://doi.org/10.1073/pnas.95.7.
3685

R Core Team (2022). R: A language and environment for statistical
computing. R Foundation for Statistical Computing, Vienna,
Austria. https://www.R-project.org

Romiti, F., Tini, M., Redolfi, De Zan L., Chiari S., Zauli, A., and
Carpanet, G. M. (2015). Exaggerated allometric structures in
relation to demographic and ecological parameters in L ucanus
cervus (C oleoptera: L ucanidae). Journal of Morphology, 276,
1193-1204. https://doi.org/10.1002/jmor.20411

Schneider, C. A., Rasband, W. S., Eliceiri, K. W. (2012). NTH Image to
Imagel: 25 years of image analysis. Nature methods, 9, 671-675.
https://doi.org/10.1038/nmeth.2089

Shorthouse, David P. (2010). SimpleMappr, an online tool to produce
publication-quality point maps. Retrieved January 8, 2024 fro-m
http://www.simplemappr.net

Stanbrook, R. A., Harris, W. E., Wheater, C. P., and Jones, M. (2021).
Evidence of phenotypic plasticity along an altitudinal gradient in

Moczek, A. P. (2002). Allometric plasticity in a polyphenic the dung beetle Onthophagus proteus. Peer), 9, ¢10798.
beetle. Ecological Entomology, 27(1), 58-67. https://doi.org/10.7717 [peetj.10798
Myers, N., Mittermeier R. A., Mittermeier C.G., da Fonseca G. A. B,
and Kent J. (2000) Biodiversity hotspots for conservation
priorities. Nature 403, 853-858. https://doi.org/10.1038/
35002501
https://doi.org/10.22920/PNIE.2024.5.1.1 9


https://www.R-project.org
https://doi.org/10.1002/jmor.20411
https://doi.org/10.1038/nmeth.2089
http://www.simplemappr.net
https://doi.org/10.7717/peerj.10798
https://doi.org/10.22920/PNIE.2024.5.1.1
https://doi.org/10.3389/fgene.2013.00192
https://doi.org/10.3389/fgene.2013.00192
https://doi.org/10.1016/j.anbehav.2015.08.013
https://doi.org/10.1016/j.anbehav.2015.08.013
https://doi.org/10.1038/35002501
https://doi.org/10.1038/35002501
https://doi.org/10.1073/pnas.95.7.3685
https://doi.org/10.1073/pnas.95.7.3685



