
Systems 2014, 2, 379-392; doi:10.3390/systems2030379 

 

systems 
ISSN 2079-8954 

www.mdpi.com/journal/systems 

Article 

Exploring and Explaining Complex Allometric Relationships:  

A Case Study on Amniote Testes Mass Allometry 

Colin D. MacLeod 1,2 

1 Institute of Biological and Environmental Sciences (IBES), University of Aberdeen, Tillydrone 

Avenue, Aberdeen, AB24 2TZ, UK; E-Mail: c.d.macleod@abdn.ac.uk; Tel.: +44-1224-272648 
2 GIS In Ecology, 120 Churchill Drive, Glasgow, G11 7EZ, UK 

Received: 10 June 2014; in revised form: 5 September 2014 / Accepted: 16 September 2014 /  

Published: 22 September 2014 

 

Abstract: While many allometric relationships are relatively simple and linear (when both 

variables are log transformed), others are much more complex. This paper explores an 

example of a complex allometric relationship, that of testes mass allometry in amniotes,  

by breaking it down into linear components and using this exploration to help explain why  

this complexity exists. These linear components are two size-independent ones and a  

size-dependent one, and it is the variations in the interactions between them across 

different body mass ranges that create the complexity in the overall allometric relationship. 

While the size-independent limits do not vary between amniote groupings, the slope and 

the intercept of the size-dependent component does, and it is this that explains why some 

amniote groups conform to allometric relationships with apparently very different forms. 

Thus, breaking this complex allometric relationship down into linear components allows its 

complexity to be explored and explained, and similar processes may prove useful  

for investigating other complex allometric relationships. In addition, by identifying  

size-independent upper and lower limits to the proportional investment in specific 

structures, it allows the prediction of when allometric relationships will remain simple and 

linear; and when they are likely to develop higher levels of complexity. 

Keywords: understanding complex allometric relationships; testes mass allometry; 

amniotes; general amniote relationship (GAR) 
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1. Introduction 

Allometric relationships are generally assumed to be simple, linear (when both variables are log 

transformed), consistent across large ranges of species of different body masses and, thus, can be easily 

described using simple scaling equations [1]. However, in practice, some allometric relationships are 

much more complex. In these cases, non-linearity (even under log transformation) can sometimes be 

the rule rather than the exception, and there may also be substantial differences existing between 

related taxonomic groups in terms of the underlying form (e.g., varying from linear to curvilinear and 

sigmoidal, even when the data are log transformed; e.g., [2–5]). When they exist, these complex 

allometric relationships can be difficult to model and to explain; however, their complexity also makes 

them some of the most interesting allometric relationships to explore. In this paper, I use an example of 

a complex allometric relationship, amniote testes mass allometry, as a case study and show how it can 

be explored by breaking it down into individual linear components that vary in terms of their level of 

allometric vs. isometric scaling. This process is then used to develop hypotheses to explain both the 

complexity of its general form and to explore its highly variable nature in a limited number of 

unrelated taxonomic groups. 

In the past, testes mass allometry (TMA) was assumed to be a relatively simple, linear relationship 

when both body mass and testes mass are log-transformed (e.g., [6–10]), and most studies that have 

examined it have done so in order to control for allometry when studying the effects of other potential 

variables on relative investment in testes mass (e.g., [6–10]). However, recent research has revealed 

TMA in amniotes to be one of the most complex allometric relationships identified to date, both in 

terms of it general form (which is has a high level of consistency across many orders of birds, reptiles 

and mammals) and in terms of how it varies dramatically in a small number of taxonomically distinct 

groups [2,11]. This makes controlling for TMA a much more complicated process than has previously 

been assumed and also highlights that TMA is something worth studying in its own right. Thus, 

understanding what factors drive this complexity in TMA is important if we are to understand why 

such complexity exists in the first place and why it only exists in some allometric relationships and  

not others. 

In amniotes, body mass is the most important variable influencing interspecific variations in relative 

investment in testes mass [2,6,7,11]. For example, most amniote species conform to a single allometric 

relationship, where 81.9% of the interspecific variation in testes mass is explained by body mass  

alone [2]. This general amniote testes mass allometric relationship (TMAGA) is particularly interesting, 

as it is sigmoidal rather than linear, with the relationship being isometric in species smaller than 

approximately 30 g and greater than approximately 10 kg (Figure 1). In contrast, between these two body 

masses, the relationship displays negative allometry. This makes modelling this allometric relationship 

more complex that a simple linear one. While it might be assumed that the sigmoidal nature of this 

relationship is driven by phylogenetic relatedness, there is no evidence to support this hypothesis. 

When 13 different orders of amniotes (two reptiles, six birds and five placental terrestrial mammals) 

were examined, no evidence was found that any of these groups conformed to significantly different 

allometric relationships [2]. Similarly, small reptiles, birds and placental terrestrial mammals are more 

similar to each other in terms of their relatively investment in testes mass than they are to their larger 

relatives (within the same genus, family, order or class). Thus, the sigmoidal nature cannot be a result 
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of the presence of disproportionate numbers of species from different taxonomic groups that conform 

to different allometric relationships in different body mass ranges. 

In addition, while most amniotes conform to the TMAGA, species in three groupings of mammals, 

marsupials, echolocating bats and cetaceans, are known to conform to very different relationships [2]. 

While the testes mass allometry is still negative in these groups, in the first two, it is linear, and in the 

final, it is curvilinear. Currently, it is unclear why these groups differ in their TMAs from other amniotes, 

nor is it clear whether the same factors influence interspecific variations in relative investment in testes 

mass in relation to body mass in these groups as to other amniotes. Again, this does not appear to be 

driven simply by phylogeny. For example, recent research has suggested that echolocating bats are not 

necessarily a monophyletic group, and either their distinctive allometric relationship has evolved 

independently more than once or it evolved once in the order Chiroptera and was subsequently lost in 

the non-echolocating bats [2]. Similarly, within the cetaceans, there is no evidence that different 

families conform to different allometric relationships [11]. This means that in terms of their relative 

investment in testes mass in relation to body mass, small members of the family Delphinidae are more 

similar to cetaceans of a similar size in other families, such as the Phocoenidae, than larger relatives 

within their own family. 

Finally, it is unclear why TMA is negative in all amniote groups, meaning that males of small species 

invest, on average, much more of their limited resources in their testes mass than males of large 

species, while in other vertebrate groups examined so far (e.g., frogs and teleost fish), TMA is positive, 

meaning males of larger species invest proportionately more than males of smaller species [2]. 

Figure 1. A comparison of the relationship obtained from the quantification of the proposed 

model and an additive model (AM) using the general amniote data set (small black circles). 

Black: the fitted values from the AM for the general amniote testes mass allometric 

relationship (TMAGA); green: estimated value for the upper size-independent component; 

blue: estimated relationship for the size-dependent, linear component; red: estimated value 

for the lower size-independent component. The values are only plotted over the body mass 

ranges over which they are proposed to dominate. 
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Here, it is proposed that the complex nature of the TMA in amniotes can best be explained by 

breaking it down into three separate linear components and examining how they interact to produce the 

overall sigmoidal relationship between log-transformed body mass and log-transformed testes mass. 

Two of these linear components are size-independent (i.e., the same proportion of total mass is given 

over to testes mass, regardless of body mass; representing isometry), while the final one is size-dependent 

(i.e., the proportion of total mass is given over to testes mass variation as a function of body mass, so 

representing true allometry; Figure 2A). The two size-independent components set the upper and lower 

limits to the relative investment in testes mass, while the size-dependent component defines how it 

varies between these two limits (Figure 2B). The dominance of these three components varies with 

body mass, and this interaction results in a sigmoidal relationship between body mass and relative 

investment in testes mass. 

Figure 2. (A) Proposed model of three interacting components to explain the sigmoidal 

general amniote testes mass allometric relationship (TMAGA) between body mass and 

relative investment in testes mass. These consist of two size-independent components that 

set the upper and lower limits to relative investment and a size-dependent component that 

determines how relative investment in testes mass varies between these two limits. (B) The 

sigmoidal relationship is the result of different components having a dominant impact on 

how body mass contributes to the relative investment in testes mass across different mass 

ranges. (C) While the size-independent upper and lower limits are predicted not to vary 

between amniote groups, the slope and intercept of the size-dependent relationship can 

vary. As a result, different amniote groups can potentially differ in the form of the 

sigmoidal relationship. (D) Within real datasets, the form of the relationship will depend on 

the body mass range of species within the data set in relation to the inflection points within 

the sigmoidal relationship for the specific grouping being investigated. 1,3, isometric 

relationship; 2, linear negative allometric relationship; 4, curvilinear negative allometric 

relationship; 5, sigmoidal negative allometric relationship. 
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Figure 2. Cont. 

 

Further, it is proposed that while the size-independent components are consistent across all amniote 

taxa, the slope and the intercept of the size-dependent component varies. Thus, the slope and intercept 

followed by a specific grouping of amniotes for this size-dependent component will define the body 

mass range across which relative investment in testes mass follows a negative allometric relationship 

rather than an isometric relationship and, therefore, the form of the sigmoidal relationship in that 

grouping (Figure 2C). When the range of body masses for species being analysed falls below this 

range, the TMA will be isometric and primarily set by the size-independent component that sets the 

upper limit; within this body range, the TMA will show negative allometry and will primarily be set by 

the size-dependent component; while above this range, the TMA will again be isometric, but this time 

primarily set by the size-independent component that sets the lower limit (Figure 2B,D). When the 

body mass range of species being analysed crosses one end of this range, the TMA will be curvilinear 

rather than linear, while when they cross both ends of this range, the TMA will be sigmoidal  

(Figure 2D). Therefore, this single model allows the TMA to take a variety of forms in different 

groupings depending on the slope and intercept of the linear, size-dependent component and the range 

of body masses in the species being analysed in a specific data set. 

Here, data from a range of amniote species that conform to the TMAGA are used to quantify this 

proposed three-component model. This quantification of the model is then tested using data from 

marsupials, echolocating bats and cetaceans to see if it can explain why the relationship in these 

groupings is non-sigmoidal. Specifically, the model predicts that in groupings with a linear relationship 

(marsupials and echolocating bats), the slope and intercept of the size-dependent component will mean 

that it does not cross the average values for the two size-independent components for the given range 

of body masses within the datasets analysed for these species. Similarly, for the grouping with a curvilinear 

relationship (cetaceans), the model predicts that the slope and intercept of the size-dependent component 

will mean that it crosses at least one of the average values for size-independent components for the 

given range of body masses within the data set for these species. Through this, this study aims to 

increase the understanding of why testes mass allometry in amniotes is much more complex than many 

other allometric relationships. 
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2. Experimental Section  

The data on body mass and testes mass used in this study were those analysed by [2] and represent 

the average adult male testes mass and body mass during the breeding season. Data from general 

amniote species (all species, excluding marsupials, echolocating bats and cetaceans; these are the 

groups previously identified as conforming to very different allometric relationships by [2]) were used 

to quantify the proposed model in the following manner. An additive model (AM) with a knot value of 

four was used to identify the approximate body mass values for the upper and lower inflection points 

in the sigmoidal relationship between log-transformed body mass and log-transformed percentage testes 

mass. Additive modelling was used rather than generalized additive modelling (GAMs), because there 

was a normal distribution of residuals around the smoothed allometric relationship (see Appendix 1  

of [2]), and a knot value of four was selected to provide a moderate level of linearity without risking 

over-fitting the line to the data (following the recommendations of [12]). The species with body mass 

values between the two inflection points were used to quantify the linear, size-dependent component 

using linear regression. The average percentage testes mass values for species with body masses above 

and below the inflection points were used to quantify the size-independent components that set the 

upper and lower limits. These values for the each of the model components were then used to compare 

the modelled relationship with the actual sigmoidal relationship. Following MacLeod and MacLeod [2] 

and MacLeod [12], phylogenetic relatedness was not taken into account when modelling this or other 

relationships in this study. This was for three reasons. The first is that previous analyses suggest that 

phylogenetic relatedness does not drive the general shape of testes mass allometric relationships,  

at least when large numbers of individuals from diverse taxa are analysed together [2]. Second, when 

investigating the topology of allometric relationships, rather than simply accounting for them, it is 

better to treat phylogenetic relatedness as a potential explanatory variable by comparing the relationships 

between taxonomic groups within a study data set rather than simply removing it [12]. Thirdly, 

complete and definitive phylogenetic trees are not available for all species or groups of interest in this 

study, and those trees that are available may be subject to change based on new studies. Thus, 

excluding phylogenetic relatedness from this study potentially makes it more robust to future changes 

in our understanding of how species included in this study are related.  

Once this model had been quantified, the upper and lower limits were applied to the remaining data 

sets (marsupials, echolocating bats and cetaceans) to identify the expected forms of the relationships in 

these groups (i.e., whether it would be predicted that these relationships would be sigmoidal, curvilinear 

or linear). An AM was then used to identify whether these predicted forms of the relationship are 

consistent with the actual relationships. AMs are particularly useful in such an analysis, as they make 

no a priori assumptions as to the form of the relationship. These AMs were also used to identify any 

inflection points in the relationship and, therefore, the body mass ranges where the linear, size-dependent 

component was predicted to apply. These data were then used to quantify the size-dependent component 

using linear regression for each group. The modelled relationships were then compared to the actual 

relationships within each grouping. Finally, models for each grouping were used to identify and compare 

the predicted values where the relationships change from being primarily determined by size dependence 

to being primarily determined by size independence. 
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In all analyses, log body mass was used as the independent variable and log percentage testes mass 

was used as the dependent variable. This is because this provides a clearer picture of where the 

relationship changed from being isometric to allometric, as this is indicated by a change from a  

non-significant relationship with body mass to a significant one, rather than by a change from a slope 

of one to a slope greater or less than one (as would be the case if log actual testes mass were used as 

the dependent variable). In addition, previous analysis has shown that the allometric relationship 

derived using log percentage testes mass as the dependent variable is topologically homologous to the 

one derived using the log of actual testes mass as the dependent variable (that is, when expressed in the 

same units, both provide identical expected testes masses for a given body mass [2,11,12]). Therefore, 

the choice of dependent variable will not influence the results of this study. 

3. Results and Discussion 

Based on the inflection points of the AM smoother for log percentage testes mass against log body 

mass, the general amniote data were divided into three size ranges. These are species <30 g, species 

between 30 g and 10,000 g, and species >10,000 g. Within the proposed model, these three groups 

equate to the approximate size ranges where the upper size-independent component is the dominant 

influence on the relationship between testes mass and body mass, where the size-dependent component 

is the dominant influence and where the lower size-independent component is dominant, respectively. 

The average log percentage testes mass value for species <30 g was 0.205 (SD: 0.328) while the 

average value for species >10,000 g was −0.910 (SD: 0.352). Therefore, on average, the percentage 

testes mass of the smallest species is more than 10-times greater that of the largest species, but in both 

size ranges, the relationship is isometric. The size-dependent component, estimated from species with 

body masses between 30 g and 10,000 g, is given by the linear equation: log testes mass = −0.3808 × 

log body mass + 0.7865. Applying these values to a general amniote data set using the proposed 

model, the allometric relationship obtained closely matches the relationship obtained from the AM 

model, indicating a good fit between the model and the underlying data (Figure 1). 

Applying the estimated values for the upper and lower size-independent components to the data sets 

for marsupials, echolocating bats and cetaceans, this model predicts that for the former two data sets, 

the functional relationship would be linear, as the slope and intercept of the linear size-dependent 

component mean that it does not intercept with either the upper or the lower size-independent component 

within the range of body masses analysed, while in cetaceans, it would be functionally curvilinear, as 

the linear size-dependent component only intercepts with the lower size-independent relationship and 

not the upper one (Figure 3). This is consistent with the forms of these relationships obtained from the 

AM analyses. This means that the proposed model correctly predicts the forms of the relationship 

between testes mass and body mass given the size ranges of species in these data sets. 

Thus, under this model, the differences in the form of the relationship between the four amniote 

groupings are driven by differences in the size-dependent component, with each data set having different 

values for the slope and intercept. This, in turn, results in different estimated body masses for the 

intercepts between the size-dependent and size-independent components (Figure 3) and, therefore, 

different allometric relationships. These intercept values for the three components were estimated for 

the three additional data sets as for the general amniote data set and are provided in Table 1.  
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Figure 3. Data from amniotes (excluding echolocating bats, marsupials and cetaceans) 

suggest that the average values for the upper and lower size-independent limits are 1.60% 

(antilog 0.25) and 0.12% (antilog −0.91), respectively (top left). Given these average 

values for the size-independent components from the general amniote relationship, the 

model would predict that the relationship in cetaceans would be functionally curvilinear in 

the data set analysed here (top right), but that the relationship will be functionally linear in 

the marsupial (bottom left) and echolocating bat (bottom right) data sets analysed, due to 

the slope and intercept values for the linear, size-dependent component of the model for 

these groupings and the body mass ranges within these specific data sets. Red: lower  

size-independent component dominant; blue: size-dependent component dominant; green: 

upper size-independent component dominant. Numbers refer to predicted thresholds in 

dominance for each data set based the group-specific linear size-dependent component. 

 

Table 1. Estimated body mass values for the intercepts between the different components 
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The relationship between body mass and relative investment in testes mass in amniotes is much 

more complex than most allometric relationships. This complexity appears to be driven by the fact that 

it is composed of three separately linear components that differ in their interactions across different 

body mass ranges. Specifically, there appears to be upper and lower limits to the average proportional 

investment in testes mass, and this imposes limits to the range of body masses over which the 

relationship can be linear for any given slope and intercept value. As a result, in general, in amniote 

species <34 g and species >27.8 kg, the relationship is isometric rather than allometric. However, the 

average investment in the smaller grouping is more than ten-times that in the larger species. Between 

these two limits, the relationship is size dependent and linear, meaning that smaller species within this 

mass range invest proportionately more in their testes mass than larger species. While this upper and 

lower limit to the proportional investment in testes mass is consistent across all amniotes examined in 

this study, the size-dependent component can, and does, vary between groupings.  

This raises the question as to what determines these upper and lower limits. I propose that the lower 

limit is set by two aspects of basic physiology that have long been linked to variations in testes mass 

between species of different sizes. These are that there is a minimum requirement of testes mass for 

any given body mass to allow them to fulfil their basic functions, such as producing sufficient sperm to 

ensure fertilization [13], and the production of hormones, such as testosterone to maintain sexual 

functions, including spermatogenesis [14,15], the production and maintenance of “badges of status” [16] 

and male aggression; and therefore, success in intrasexual competition [17]. Similarly, the scaling of 

the female reproductive tract with body size may require more and/or larger sperm in larger amniotes 

to achieve the required numbers of sperm around the egg at the site of fertilization, and therefore, the 

proportion of testes tissues may, on average, remain constant over large size ranges (that is, when all 

else is equal, males of larger species need absolutely larger testes, but not proportionately larger testes 

to achieve the same level of fertilization success). 

Such factors could apply in a similar manner to all amniotes, explaining the consistency in the 

average lower limit between groupings with different allometric relationships, such as general amniotes, 

marsupials and cetaceans, and between such distantly related groups, such as reptiles/birds and 

mammals. However, while this average may be similar across groups, individual species may have 

different minimum requirements for sperm production and/or testosterone production. In particular, 

varying levels of sperm competition may require different minimum levels. As a result, while this 

lower limit is size-independent, and therefore the interspecific TMA is isometric, there will also be 

size-independent variation around the average lower limit to relative testes mass. Finally, the minimum 

percentage testes masses recorded in the amniote species examined in this study were around 0.016% 

(found in the gorilla). I propose that this approximates the absolute minimum relative investment 

possible in male amniotes of a particular species to fulfil the minimum functions of the testes in the 

absence of sperm competition. 

The upper limit may also be imposed by relatively basic physiological limits. Firstly, testes are 

metabolically-active tissues that are costly to construct and maintain. For example, Kenagy and 

Trombulak [6] suggest that testes tissues have a similar basal metabolic rates (BMR) to other body 

tissues, and therefore, for a male with a percentage testes mass of 1%, 1% of BMR costs will be 

associated with testes maintenance. As a result, in the species with the largest testes masses (>5% during 



Systems 2014, 2 388 

 

 

the breeding season), the potential energetic costs of maintaining proportionately large testes may be 

substantial, while even in species with much smaller percentage testes masses, it may be non-trivial.  

In addition, within an individual’s body, the total amount of resources is limited. Therefore, any 

resources assigned to the maintenance and functioning of the testes will result in a trade-off with its 

use in other tissues. For example, in golden-mantled ground squirrels, energy expenditure during 

mating was only slightly higher than outside reproduction [18]. As a result, much of the additional 

costs of mating must be borne by a reduction in energy expenditure on other costs. Similarly, yearling 

males that forgo testicular development expend four times as much energy on somatic growth as adult 

males [19], indicating a trade-off of some kind between testicular development/maintenance and 

somatic growth. Given that many other tissues are essential for surviving long enough to reproduce 

(such as muscle mass, brain tissue and the digestive system) or other aspects of reproduction, such as 

mating searching, energetically-expensive displays and male-male aggressive competition, there may 

be a limit to the proportion of resources can be diverted from these towards the testes for maintenance 

and functioning, resulting in an upper limit to the proportional mass that testes can achieve within a 

given species. Such factors are likely to apply in a similar manner to all amniotes, potentially 

explaining the consistency in the average upper limit to the relative investment in testes mass as a 

proportion of body mass (as measured by percentage testes mass) between groupings with different 

allometric relationships, such as general amniotes (including reptiles, birds and mammals), marsupials, 

echolocating bats and cetaceans, despite the very large variations of body mass at which this limit is 

reached. However, its exact value in a given species will depend on the trade-off between the reproductive 

success provided by testes and the cost to other aspects of the body (e.g., [8]). In particular, when 

levels of sperm competition are high, the trade-off may result in a greater proportion of resources being 

allotted to testes tissue in order to ensure reproductive success, even at the cost of reduced survival, 

due to the decreased proportional use of resources for other functions [6,8,10]. In contrast, when it 

is low, the trade-off may be pushed in the opposite direction and select for relatively smaller  

tissues [6,8,10]. In either case, body mass will not be a factor in this trade-off, so it will be size 

independent. As a result, when the upper size-independent component is dominant, the TMA is 

isometric with variation around it due to variations of other factors, such as the levels of sperm 

competition. Finally, there appears to be an absolute maximal value during the breeding season that is 

not exceeded within any of the amniote species examined in this study. This is ~9% of body mass, and 

I propose that this represents the absolute maximum proportion of resources that males of an amniote 

species can assign to their reproductive tissues without incurring unsupportably high levels of costs for 

other tissues, functions and survival. Even sperm competition does not appear to be a sufficiently 

strong selective pressure to breach this apparent maximum level of investment. This having been said, 

there is some debate as to whether such trade-offs between expensive tissues actually occur [20] and, 

thus, whether this is a valid hypothesis to explain the consistent upper limit to testes mass in amniotes. 

As a result, this should be specifically tested to ensure that it is the case for amniote testes. If it is 

found not to be correct, an alternative hypothesis for this similar maximal limit to relative investment 

in testes mass across different amniote groups would need to be proposed.  

While it is relatively easy to postulate factors that could set size-independent upper and lower limits 

to relative investment in testes mass, postulating factors that could explain the negative, linear  

size-dependent component of the proposed model is more difficult. However, in many ways, this is the 
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most interesting. The average upper limit is more than 10-times greater than the average lower limit in 

terms of relative investment in testes mass, meaning that smaller species make significantly larger 

relative investments in their testes mass than larger species, regardless of the levels of sperm 

competition. MacLeod and MacLeod [2] considered a number of possible explanations and could not 

identify any that are consistent with the similarities and differences between a number of amniote 

groups, and further research is still required to identify and test possible explanations. 

However, the model proposed here at least provides some advancement towards answering this 

question. In particular, it provides an explanation of why the relative investment in testes mass does 

not get continually greater as species mass decreases below ~30 g or continue to decrease as species 

body mass increases above ~10 kg (identified as a key factor of any explanation on negative TMA by 

MacLeod and MacLeod [2]). This also provides a testable prediction that could provide additional 

support for the proposed model for the sigmoidal allometric relationship in amniotes between body 

mass and testes mass. For those groupings where the relationship estimated from the data analysed was 

not sigmoidal (e.g., marsupials, echolocating bats and cetaceans), the proposed model predicts that this 

is only due to the body mass values of the species examined, and with a greater range of body masses, 

a sigmoidal relationship would be detected in these groups, as well. While it is not possible to obtain 

such a data set for cetaceans (the full range of extant body masses were included in the analysis [11]), 

such data could potentially be obtained for echolocating bats and marsupials (see Table 1 for the 

details of body mass ranges at which inflection points in the TMAs of these species are predicted  

to occur). 

In addition, this model allows the quantification of the differences in TMAs between groups 

through the slope and intercept of the linear component. Therefore, it provides an approach for testing 

whether specific reproductive, taxonomic and/or ecological factors consistently influence variations in 

the slope and the intercept of the linear side-dependent component of the TMA in a similar manner 

across different groupings of species. As a result, this three-component model greatly increases  

the ability to explore what drives the negative allometric relationship in amniotes and why it is  

highly-conserved in most, but not all, amniote groupings. Finally, whatever this driving force turns out 

to be, its influence on testes mass may be modified by other factors, such as the level of sperm 

competition, resulting in a variance in actual values for any specific body mass around the average 

value indicated by the negative linear allometric relationship. 

The variance around the TMA relationship identified using the quantifications of the three 

components in this study has a potentially interesting application. MacLeod and MacLeod [2] noted 

that there is no specific aspect of sperm competition theory that requires or predicts that the level of 

sperm competition is influenced directly by body mass. That is, there is no innate requirement within 

the theory that the level of sperm competition and, therefore, the selective pressure it places on relative 

investment in testes mass should be related to body mass. Such an assertion would be supported if 

there were a similar variance in actual testes mass values around the average values of the three 

components in the model identified in this study. This is, indeed, what it seems to be, with no 

significant difference in the variance in testes mass in species that conform to the general amniote 

TMA between body mass ranges, where either of the size-independent components are the dominant 

factors influencing relative investment in testes mass (as indicated by variance in the actual percentage 

testes mass data), or whether it is the size-dependent component that is the dominant influence  
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(as indicated by the variance in the residual testes mass values around the linear relationship): upper 

limit dominant (n = 121) vs. size-dependent dominant (n = 289): F-Test: 0.81, p = 0.197; upper limit 

dominant (n = 121) vs. lower limit dominant (n = 15): F-Test: 0.70, p = 0.302; size-dependent 

dominant (n = 289) vs. lower limit dominant (n = 15): F-Test: 0.16, p = 0.608. However, while this is 

consistent with there being no body mass-related component to sperm competition theory (at least for 

amniotes), there may be other factors that also influence the relative investment in testes mass, after 

the effects of body mass have been controlled for. Therefore, further research, taking these additional 

factors into account, would be needed to confirm this hypothesis. 

4. Conclusions 

While complex allometric relationships, such as that between body mass and testes mass in 

amniotes, may be rare, they are nonetheless present in many different areas of ecology (e.g., [21–25]. 

Exploring these complex allometric relationships can potentially help explain why they exist and 

indeed why other allometric relationships do not show similar levels of complexity. Specifically, by 

breaking the general amniote relationship into three separate linear components, it becomes clear that 

much of its complexity is driven by the fact that there are absolute limits to the proportion of the body 

that can or needs to be given over to a specific structure. The lower limits are most likely set by the 

need for the structure to continue functioning properly, while the upper limits are likely to be set by the 

need for a specific structure not to interfere with the general functioning of the body as a whole. Thus, 

simple linear allometric relationships between log-transformed body mass and the relative investment 

in specific structures are likely to be the rule when these limits are not reached by the general variation 

in the proportion of investment in a particular anatomical structure found in nature (as seems to be  

the case for most structures examined to date). Yet, when these limits are approached, allometric 

relationships may become highly complex, because of the way these size-independent limits interact 

with the allometric scaling of the structure itself. As shown in this study, the identification of these 

upper and lower limitations to proportional investment allows the prediction of exactly when 

relationships will be simple and linear (when the variables are log transformed) and where they will 

start developing otherwise unexpected levels of complexity. 

Acknowledgments 

This manuscript was developed from discussions with R. MacLeod, B. Nicholls and other colleagues 

at the University of Aberdeen, for which the author is grateful. Thanks are also given to the anonymous 

reviewers and editors for the useful comments on this manuscript. 

Conflicts of Interest 

The author declares no conflict of interest. 

References 

1. Sibly, R.M.; Brown, J.H.; Kodric-Brown, A. Metabolic Ecology. A Scaling Approach;  

Wiley-Blackwell: Chichester, UK, 2012. 



Systems 2014, 2 391 

 

 

2. MacLeod, C.D.; MacLeod, R.C. A comparison of the relationship between body mass and relative 

testes mass in amniotes and other vertebrates. Oikos 2009, 118, 903–916. 

3. Kolokotrones, T.; Savage, V.M.; Deeds, E.J.; Fontana, W. Curvature in metabolic scaling.  

Nature 2010, 464, 753–756. 

4. Müller, D.W.H.; Codron, D.; Werner, J.; Fritz, J.; Hummel, J.; Griebeler, E.M.; Clauss, M. 

Dichotomy of eutherian reproduction and metabolism. Oikos 2012, 121, 102–115. 

5. Müller, D.W.H.; Codron, D.; Meloro, C.; Munn, A.J.; Schwarm, A.; Hummel, J.; Clauss, M. 

Assessing the Jarman-Bell Principle: Scaling of intake, digestibility, retention time and gut fill 

with body mass in mammalian herbivores. Comp. Biochem. Physiol. A 2013, 164, 129–140. 

6. Kenagy, G.J.; Trombulak, S.C. Size and function of mammalian testes in relation to body size.  

J. Mammal. 1986, 67, 1–22. 

7. Møller, A.P. Sperm competition, sperm depletion, paternal care, and relative testis size in birds. 

Am. Nat. 1991, 137, 882–906. 

8. Pitnick, S.; Jones, K.E.; Wilkinson, G.S. Mating system and brain size in bats. Proc. Royal Soc. B 

Biol. Sci. 2006, 273, 719–724. 

9. Garamszegi, L.Z.; Eens, M.; Hurtrez-Boussès, S.; Møller, A.P. Testosterone, testes size, and 

mating success in birds: A comparative study. Horm. Behav. 2005, 47, 389–409. 

10. Harcourt, A.H.; Harvey, P.H.; Larson, S.G.; Short, R.V. Testis weight, body weight and breeding 

system in primates. Nature 1981, 293, 55–57. 

11. MacLeod, C.D. The relationship between body mass and relative testes mass in cetaceans: 

Implications for inferring interspecific variations in the extent of sperm competition. Mar. Mamm. 

Sci. 2010, 26, 370–380. 

12. MacLeod, C.D. Assessing the shape and topology of allometric relationships with body mass:  

A case study using testes mass allometry. Methods Ecol. Evol. 2010, 1, 359–370. 

13. Gittleman, J.L.; Thompson, S.D. Energy allocation in mammalian reporduction. Am. Zool. 1988, 

28, 863–875. 

14. Blottner, S.; Hingst, O.; Meyer, H.H.D. Seasonal spermatogenesis and testosterone production in 

the roe deer (Capreolus capreolus). J. Reprod. Fertil. 1996, 108, 299–305. 

15. Dohle, G.R.; Smit, M.; Weber, R.F.A. Androgens and male fertility. World J. Urol. 2003, 21, 

341–345. 

16. Evans, M.R.; Goldsmith, A.R.; Norris, S.R.A. The effects of testosterone on antibody production 

and plumage coloration in male house sparrows (Passer domesticus). Behavioral Ecol. Sociobiol. 

2000, 47, 156–163. 

17. Marler, C.A.; Moore, M.C. Supplementary feeding compensates for testosterone-induced costs of 

aggression in male mountain spiny lizards, Sceloporus jarrovi. Anim. Behav. 1991, 42, 209–219. 

18. Kenagy, G.J. Energy allocation for reproduction in the golden-mantled ground squirrel. In 

Reproductive Energetics in Mammals; Loudon, A., Racey, P.A., Eds.; Oxford University Press: 

Oxford, UK, 1987; pp. 259–273. 

19. Kenagy, G.J.; Sharbaigh, S.M.; Nagy, K.A. Annual cycle of energy and time expenditure in a 

golden-mantled ground squirrel population. Oecologia 1989, 78, 269–282. 

20. Warren, D.L.; Iglesias, T.L. No evidence for the ‘expensive‐tissue hypothesis’ from an intraspecific 

study in a highly variable species. J. Evol. Biol. 2012, 25, 1226–1231. 



Systems 2014, 2 392 

 

 

21. Hayssen, V.; Lacy, R.C. Basal metabolic rates in mammals: Taxonomic differences in the allometry 

of BMR and body mass. Comp. Biochem. Physiol. A Physiol. 1985, 81, 741–754. 

22. Chappell, R. Fitting bent lines to data, with applications to allometry. J. Theor. Biol. 1989, 138, 

235–256. 

23. Batterham, A.M.; George, K.P. Allometric modeling does not determine a dimensionless power 

function ratio for maximal muscular function. J. Appl. Physiol. 1997, 83, 2158–2166. 

24. Glazier, D.S. Effects of metabolic level on the body size scaling of metabolic rate in birds and 

mammals. Proc. Royal Soc. B Biol. Sci. 2008, 275, 1405–1410. 

25. Makarieva, A.M.; Gorshkov, V.G.; Li, B.L. Re-calibrating the snake palaeothermometer. Nature 

2009, 460, E2–E3. 

© 2014 by the authors; licensee MDPI, Basel, Switzerland. This article is an open access article 

distributed under the terms and conditions of the Creative Commons Attribution license 

(http://creativecommons.org/licenses/by/3.0/). 


