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Abstract
Condition-dependence is considered as a dominant mechanism ensuring the fitness benefits of continued mate choice for
heritable sexual signal traits, but crucial questions remain concerning the underlying physiological pathways. For example,
it is unclear whether condition-dependence is mediated by the different amount of resource obtained, some uncheatable
functional link with nutritional status, or the adverse effect of nutritional stress experienced by some individuals.
Furthermore, the pattern of change in nutritional reserves in relation to ornamental traits has recently been proposed as
a critical pillar of the condition-dependence concept, but this pattern is virtually unknown in natural populations. We
quantified separate measures for actual body condition, lipid reserve accumulation rate, and lipid reserve depletion, and
applied these measures to two white plumage ornaments of male collared flycatchers during courtship, during nestling
rearing, and before the summer moult. Neither actual condition nor reserve accumulation rate before moult predicted the
subsequent change of ornament sizes, but reserve depletion was accompanied by the reduction of forehead patch size to the
following year. Wing patch size, a trait important in territoriality, was negatively related to both reserve accumulation and
reserve depletion in the courtship period, but not related to current condition. Finally, irrespective of breeding phase,
measures of current condition, and recent nutritional reserve depletion were negatively correlated, but both were unrelated
to resource accumulation rate. These results indicate that measuring nutritional reserve trajectories in addition to actual
condition may reveal functionally important processes underlying signal-condition correlations.

Significance statement
Ornamental signal characters are known to convey honest information to signal receivers through their dependence on nutritional
condition. Here, we show that such signals can also indicate the temporal trends of condition. We examine plumage patch sizes
and separate measures of actual condition, nutritional reserve accumulation, and nutritional reserve depletion in three contexts:
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during courtship, during nestling rearing, and before the summer moult. The results suggest nutritional stress effects on signal
expression, and predictable reserve dynamics in relation to signal expression, thereby highlighting the usefulness of dynamic
nutritional measures in clarifying the fundamental concept of condition-dependent signalling.

Keywords Beta-hydroxy-butyrate . Ficedula albicollis . Sexual selection . Signal deterioration . Triglyceride

Introduction

Sexual ornaments are typically under directional selection
imposed by mating preferences (Hoekstra et al. 2001;
Siepielski et al. 2009). This selection is in the direction
of greater trait exaggeration which is in turn expected to
give rise to increased production, maintenance, or wearing
costs of ornamentation (Jennions et al. 2001). Mate choice
also has costs, i.e. time, energy, and opportunity costs,
compared with random mating (Cotton et al. 2006). To
support continued mate choice, there need to be fitness
benefits that counterbalance the costs of choice. Costs of
ornament exaggeration select for a link between ornament
expression and body condition because the proportional
costs are greater for individuals in low condition (Grafen
1990). Condition-dependence of ornamentation plays fun-
damental roles in ensuring the fitness benefits of mate
choice because it may link ornament expression to direct
benefits of various sorts (avoidance of diseases, territory
quality, parental contribution etc., Møller and Jennions
2001; Hegyi et al. 2015), but also to genetic benefits
(Møller and Alatalo 1999; Prokop et al. 2012), for exam-
ple via the additive genetic variance of condition (Bgenic
capture^, Rowe and Houle 1996). It is therefore not sur-
prising that condition-dependence has become a central
concept in sexual selection research.

However, this concept also raises several questions. First, it
is increasingly emphasized that a proportional increase of fit-
ness costs with increased trait exaggeration is not necessary
for honest condition-dependent advertisement (Számadó
2011). For example, there can be direct mechanistic links be-
tween body condition and ornament expression (e.g. physical
trait deterioration, physiological pathways) that automatically
ensure the honesty of the signal (Weaver et al. 2017). Second,
interpreting experimental tests of condition-dependence can
be difficult as nearly all of these also impose stress on the
individual, and stress may have different effects on ornaments
than a simple change in condition (Peters et al. 2011). In other
words, a specific stress effect may lead to a drastic shift in the
fitness consequences of poor condition when crossing some
threshold in condition deterioration (e.g. entering a fasting
state). It may also lead to specific effects of nutritional reserve
depletion that are not detectable when looking at reserve state
or reserve accumulation. Third, it has been hypothesized that
the variability of resource acquisition compared with resource
allocation may drastically shift the relationships between

condition-dependent ornamentation and fitness-related traits.
For example, if there is little among-individual variation in
resource acquisition, positive correlations between costly or-
namentation and fitness measures are unlikely (Morehouse
2014). Finally, in relatively static ornamental traits, correlation
with condition has multiple interpretations. These include
condition-dependence, i.e. effects from the trait-
production period (Meadows et al. 2012) or from some
resource-demanding period preceding ornament produc-
tion (e.g. previous reproduction, Höglund and Sheldon
1998), but they also include the consequences of ornamen-
tation on condition, e.g. wearing costs (Tibbetts 2014) or
the facilitation of resource acquisition (Klug et al. 2010).
Accordingly, progress towards better understanding the in-
formation content of ornamental traits would be facilitated
by (1) comparing similar ornaments with slightly different
honesty-enforcing mechanisms, (2) using separate mea-
sures for actual nutrient availability, nutrient acquisition
rate, and nutritional stress, and (3) examining ornaments
and multiple measures of condition in various contexts.

Here, we look at several possible links between nutrition
and two different white plumage patches of collared fly-
catchers (Ficedula albicollis): one patch on the flight feathers,
moulted in summer (wing patch, Török et al. 2003) and one
patch on the contour feathers, moulted in winter (forehead
patch, Hegyi et al. 2002). Both patches show within-
individual changes (Hegyi et al. 2007) and are under sexual
selection in our population (Hegyi et al. 2006, 2010). Wing
patch size has been suggested to show greater condition-
dependence than forehead patch size in our population
(Hegyi et al. 2002; Török et al. 2003). We use three different
measures of condition, including a measure of actual nutrient
stores (residual body mass, Schulte-Hostedde et al. 2005;
Labocha and Hayes 2012), a measure of recent lipid reserve
accumulation rate, i.e. anabolism (plasma triglyceride level,
hereafter TG, Jenni-Eiermann and Jenni 1994; Devost et al.
2014), and a measure of recent lipid reserve depletion (catab-
olism), a possible proxy for nutritional stress (plasma
hydroxy-butyrate level, hereafter HBA, Jenni-Eiermann and
Jenni 1994; Anteau and Afton 2008). A previous small sample
trait-comparison study focused on metabolites, sexual signal
expression, and pairing of courting males and indicated the
potential utility of the metabolite-based nutritional indices in
the context of sexual selection research (Hegyi et al. 2010).
Here, we analyse condition measures and plumage patch sizes
in three different contexts: ornamentation and current
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condition at courtship, ornamentation and current condition at
nestling rearing, and change of ornamentation to the following
year in relation to condition during the current breeding bout.
Finally, we also assess the correlation structure of the three
condition measures and its stability from courtship to nestling
rearing. We have the following predictions.

1. Residual mass will positively correlate with ornament
change to the next year, particularly for wing patch size
(see Hegyi et al. 2002; Török et al. 2003).

2. Actual reserve accumulation will correlate (uncertain
sign) with current wing patch size in the courtship phase
when this patch has major role as a territorial signal
(Garamszegi et al. 2006a) but such correlation is not ex-
pected for forehead patch size or in the nestling stage
where male behaviour is not linked to patch sizes (Kiss
et al. 2013; Laczi et al. 2017)

3. Reserve depletion will negatively correlate with cur-
rent wing patch size during courtship if large-patched
males suffer energetic shortcomings due to the terri-
torial role of the trait (Garamszegi et al. 2006a, b; see
also Kötél et al. 2016).

4. Reserve depletion will negatively correlate with ornament
change to the next year if there are long-term conse-
quences of brief nutritional stress episodes for the expres-
sion (wing and forehead patch) or the durability (forehead
patch on the contour feathers) of the ornament produced at
the next moult.

5. Correlations between current condition, reserve accumu-
lation, and reserve depletion will be weak and stage-de-
pendent, principally because current condition reflects the
opposing effects of the other two variables.

Materials and methods

Field methods

The collared flycatcher is a socially monogamous, sexually
dichromatic, insectivorous passerine bird breeding in tree
holes. We conducted this study from 2014 to 2018 at our nest
box plots (approx. 600 nestboxes hosting approx. 150–400
breeding pairs) maintained since the 1980s in the Pilis-
Visegrádi Mountains, Hungary (47° 42′ N, 19° 01′ E). We
caught courting males with spring traps at their nest box after
their arrival from migration. We also followed breeding activ-
ity and caught parents feeding nestlings at 8–10 days of nes-
tling age. We marked all birds with numbered metal rings and
determined age as a binary variable (yearling or older) based
on wing colour and wing patch size (yearlings: brown wing
and small patch, older: dark wing, large patch). This catego-
rization is hereafter mentioned as binary age. We measured

body mass with a spring balance to the nearest 0.1 g. We used
callipers to measure to the nearest 0.1 mm tarsus length, max-
imum forehead patch height and width, and wing patch length
on primaries 4 to 8. We estimated forehead patch size as the
product of width and height, and wing patch size as the sum of
the measured lengths (for validation and repeatability, see
Hegyi et al. 2002; Török et al. 2003).

Blood sampling and metabolite assays

In 2014–2017, we took blood samples from the brachial vein
into heparinised capillaries, stored these in a cooling bag, and
centrifuged them and separated the plasma on the day of col-
lection. The plasma was stored at − 20 °C. Plasma samples
were posted on dry ice to the Schweizerische Vogelwarte,
Sempach and triglyceride (TG) beta-hydroxy-butyrate
(HBA) levels were determined using two types of commer-
cially available kits (2014–2015: TG Invicon Triglyceride
HIT917, HBA Wako Autokit 3-hydroxybutyrate; 2016–
2017: TG Cayman Chemical Art. No. 10010303, HBA
Cayman Chemical Art. No. 700190). Kit type was included
as a factor in the statistical analysis. Most samples (except for
those with extremely small volume) were analysed in dupli-
cates. The repeatability of the measurements is high (intraclass
correlation ± SE; old kits, 0.806 ± 0.068 for HBA and 0.959 ±
0.062 for TG; new kits, 0.938 ± 0.034 for HBA and 0.940 ±
0.016 for TG) so we averaged the duplicate values for statis-
tical analysis. Blood samples with small volumes and those
from 2015 were not analysed for HBA, so sample size for this
metabolite was lower than that for TG. To ensure comparabil-
ity, here, we restrict the statistical analyses of TG to the HBA
sample (thereby excluding 41 data points from 2015 and 30
other data points). Analysing the whole set of TG data leads to
similar results as those reported here. Given that birds start
feeding at sunrise, whereas our field protocols permit capture
only from late morning onwards, i.e. several hours after sun-
rise, we are convinced that neither TG nor HBA values were
influenced by overnight fasting at either courtship or nestling
rearing (see also Hegyi et al. 2010). Blood sample processing
was done blindly to the phenotypic data of the individuals.

Statistical methods

There was no evidence of significant among-year variation in
residual mass or metabolite data (other than those attributable
to kit type) in this dataset (pairwise difference between 2016
and 2017, Tukey HSD test, p = 0.686 for TG, p = 0.358 for
HBA, other year pairs were processed with different assay kits
and therefore cannot be compared), so it was unnecessary to
enter year as a factor in addition to kit type in the following
analyses. TG and HBA concentrations were log(10) trans-
formed before analyses due to their right-tailed distributions.
There were too few repeatedly sampled males for reliable
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statistical analysis of the repeats (males with both TG and
HBA data; multiple years for the same stage: 9 individuals;
both stages within a year: 3 individuals). We therefore kept
one of the repeated data points for analysis. Among repeated
data from the samemale in different years, the first or the most
complete data point was retained. Among repeated data from
the same male within a single year, the data point at courtship
was retained as this was the phase with the lowest sample size.
This led to final sample sizes of 29 actually sampled courting
males, 69 actually sampled nestling rearing males, and 35
(forehead patch size) and 37 (wing patch size) males for the
analysis of within-individual change in patch sizes.
Complementing the courting male dataset with data from ear-
lier years (used in Hegyi et al. 2010) and thereby practically
doubling its size, the results remain similar as those reported
below. We do not include these data here because this would
hamper comparability with data from the nestling rearing
phase. We fitted general linear models in Statistica 5.5
(StatSoft, Inc) using backward simplification and reintroduc-
tion of the removed terms one by one (Hegyi and Laczi 2015).

We first assessed relationships between patch sizes and
simultaneously taken condition measures in the courtship
and the nestling rearing phases. Due to the much greater flex-
ibility of condition measures than patch sizes in the short term,
we treated patch sizes as the determinants of current condition
and not vice versa. We therefore entered metabolite level or
body mass as a dependent variable, phase (courtship versus
nestling rearing) and kit type (see above) as factors, and fore-
head patch size and age-standardized wing patch size (Török
et al. 2003) as continuous independent variables. We also
entered the interactions between phase and patch sizes.
Finally, we added tarsus length as a covariate in the case of
body mass (correlation of body mass and tarsus length for the
98 data points used here, r = 0.233, p = 0.021).

We then looked at relationships between current condi-
tion and metabolites at nestling rearing and the subse-
quent change of patch sizes for the following year. We
used binary age as a factor, raw or residual values of
current condition, metabolite and first year patch size as
independent variables, and patch size change (original
subtracted from final value) as a dependent variable.
Residual independent variables were calculated by
correcting body mass for binary age and tarsus length
(residual condition), metabolite levels for kit type, and
first year wing patch size for binary age in general linear
models. Values of first year forehead patch size were en-
tered in the model without correction as this patch was not
age-dependent in this dataset.

Finally, we used Pearson correlations to assess the in-
terrelation of residual mass, reserve acquisition, and re-
serve depletion. Before correlating them, metabolite levels
were corrected for kit type and body mass for tarsus
length by calculating residuals from general linear

models. Using these residuals, we then first assessed the
concordance of the trait interrelation matrix between
courtship and nestling rearing using CPC (Phillips and
Arnold 1999). This program calculates the Akaike infor-
mation criterion (AIC) as a measure of model suitability
for models corresponding to different degrees of matrix
concordance. The model assuming smallest concordance
is called Bunrelated^ and implies that all PC axes of the
two matrices are different in direction. The next level of
concordance is Bone common PC^ where the first PC axis
is similar in direction but the other axes are not. The
highest levels of concordance are matrix proportionality
(directions and relative eigenvalues of all PC axes are
similar) and finally matrix equality (directions and abso-
lute eigenvalues of all PC axes are similar). Based on the
AIC values, we can choose the most suitable model as the
simplest model within a given threshold AIC difference
from the model with the lowest AIC (see further details in
the BResults^ section). We then based our final correlation
tests on the result of this concordance test.

Data availability

The datasets analysed during the current study are available
from the corresponding author on reasonable request.

Results

Condition at ornament measurement

For plasma TG level, there was an interaction between phase
and wing patch size (Table 1). The effect of wing patch size
was negative at courtship (F1,26 = 4.382, p = 0.046, effect size
Pearson r = − 0.380, Fig. 1a) but not significant at nestling
rearing (F1,64 = 0.001, p = 0.972, r = 0.004). For plasma
HBA level, there was a tendency (p = 0.061) for a similar
interaction between phase and wing patch size (Table 1) and
the pattern was similar to TG (courtship, F1,26 = 3.751, p =
0.064, r = − 0.355, Fig. 1b; nestling rearing, F1,64 = 0.513, p =
0.477, r = 0.089). For body mass, no significant effect
emerged except that of tarsus length (Table 1).

Condition and subsequent change in ornament size

When looking at change in wing patch size, the only signifi-
cant effects were age (yearling > older) and original patch size
(negative), with no significant effect of previous condition
measures (Table 2). Change in forehead patch size, on the
other hand, was negatively related to original patch size and
also negatively related to HBA level in the previous breeding
season (Table 2, Fig. 2).
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Interrelations of condition indices

Models assuming higher levels of matrix similarity received
lower values of AIC and can therefore be tentatively consid-
ered as more and more appropriate (Table 3). However, the
differences were small, likely due to the low average correla-
tion between the examined traits (see below). If we rely on a
permissive threshold of AIC difference of 2 (see, e.g.
Symonds and Moussalli 2011 for detailed discussion), we

can conclude that the two matrices are proportional, that is,
all PC axes are similar in direction and relative importance
between the courtship and nestling rearing phases. Based on
this, we fitted a pooled correlation matrix for the two phases
(98 data points). The pooling did not distort the correlations as
none of the three metrics showed a significant breeding phase
effect (p > 0.167). In the pooled data, there was no significant
correlation between residual TG level and either residual mass
(r = 0.006, p = 0.956) or residual HBA level (r = − 0.019, p =
0.853), whereas the correlation between residual mass and
residual HBA level was moderately negative (r = − 0.310,
p = 0.002, Fig. 3).

Discussion

Here, we approached the topic of Bcondition and
ornamentation^ in a more comprehensive way than typical
in the literature. For two white plumage traits, we estimated
current nutritional reserve state, reserve accumulation, and
reserve depletion in relation to current trait expression at both
courtship and parental care, and the apparent consequences of
the same nutritional measures for future change in trait expres-
sion. We also assessed the interrelations of these nutritional
measures. For the focal ornaments, plasticity, function, and
behavioural correlates are relatively well known from previ-
ous research in our population (see below), and here, we will
interpret our findings in the context of these previous results.

We found that current ornament expression showed no re-
lationship with current condition (residual mass) in the present
dataset. The relative difficulty of detecting relations of current
ornamentation with actual body condition may stem from the
fact that reserve state regulation may change among reproduc-
tive stages (Moreno 1989; Jones 1994) and the nutritional
consequences of ornament expression may also change
among stages (see below). Stage-dependent allocation shifts
may also dissociate residual mass from actual nutritional con-
dition (Labocha and Hayes 2012). In contrast, resource

Table 1 Relationship between white patch sizes of collared flycatcher males and actual condition in the courtship and nestling rearing phases. General
linear models with backward parameter removal and reintroduction

TG level HBA level Body mass
F df Pearson r F df Pearson r F df Pearson r

Kit type 75.067*** 1, 91 0.672 69.457*** 1, 94 0.652 NA NA

Phase 0.846 1, 91 0.096 0.942 1, 93 0.100 1.735 1, 93 0.135

Tarsus NA NA NA NA 5.278* 1, 94 0.231

FPS 0.492 1, 90 − 0.073 0.000 1, 93 0.000 1.423 1, 93 0.123

WPS 4.452* 1, 91 − 0.215 0.049 1, 93 − 0.023 0.001 1, 93 0.003

Phase × FPS 0.022 1, 89 0.016 2.853 1, 92 0.173 1.283 1, 91 0.118

Phase × WPS 4.561* 1, 91 0.218 3.599† 1, 92 0.194 0.422 1, 91 0.068

FPS, forehead patch size; HBA, beta-hydroxy-butyrate; NA, not applicable; TG, triglyceride;WPS, wing patch size; † p = 0.06; *p < 0.05; ***p < 0.001

Wing patch size (standardized)
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Fig. 1 Relationships of the age-standardized wing patch size of collared
flycatcher males with lipid metabolite levels in the courtship phase. a
Triglyceride (TG). b Beta-hydroxy-butyrate (HBA)
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acquisition rate and nutritional stress were related to current
wing patch size, although only in the courtship period.

As TG and HBA levels are rapidly changing (Jenni-
Eiermann and Jenni 1994), correlation with an ornament re-
placed once a year is expected only if the ornament very con-
sistently predicts the dynamics of nutritional reserves. With
respect to the courtship period, the roles and information con-
tent of forehead and wing patch sizes are different in the two
intensively studied populations of collared flycatchers (island
of Gotland and Pilis-Visegrádi Mountains). In Gotland, fore-
head patch size is condition dependent (Gustafsson et al.
1995) and it is the main trait involved in territorial competition
(Pärt and Qvarnström 1997). In the Pilis, in contrast, forehead
patch size is not condition dependent (Hegyi et al. 2002, 2007)
and not involved in territorial competition (Garamszegi et al.
2006a), although it does seem to predict mate acquisition suc-
cess (Hegyi et al. 2010). In line with this, we found no sign of
a robust correlation between forehead patch size and actual
nutritional indicators in our population.

In the Pilis population, male wing patch size is a phenotyp-
ically plastic trait (Török et al. 2003; Hegyi et al. 2007) and
seems to be a principal determinant of territorial responses

(Garamszegi et al. 2006a). Likely as a consequence of this,
male wing patch size is spatially autocorrelated in our popula-
tion, suggesting non-random territory acquisition in relation to
the trait (Hegyi et al. 2008). In the Gotland population, exper-
imentally enlarging the territorial badge (forehead patch size) in
young males led to reduced territory acquisition success and
reduced rates of feeding the nestlings (Qvarnström 1997; see
also Kilpimaa et al. 2004;Mitchell et al. 2007). In line with this,
we expected nutritional state in the courtship period to mainly
reflect the temporally consistent costs of wearing the territorial
badge (in this case, wing patch size, Garamszegi et al. 2006a).
We indeed found a reduced rate of lipid reserve accumulation in
large-patched males, but there was also a marginally non-
significant tendency for less pronounced reserve depletion and
no significant pattern with current residual mass. This may
mirror the combination of the positive and negative aspects of
large wing patch size. A large patch may increase costs from
territorial disputes and may therefore lead to lower TG level
(Garamszegi et al. 2006a), but it may at the same time mitigate
the risk of serious resource shortages through potentially higher
territory quality and thereby reduce HBA level (Hegyi et al.
2008). Interestingly, a previous study found amarginal negative
relationship between a physiological stress measure (HSP60
level) and wing patch size in courting males of our population
(Garamszegi et al. 2006b). The above patterns clearly indicate
the benefit of using direct measures of recent nutrition when
testing the effects of badge size on male performance. Despite
early suggestions (e.g. Gustafsson et al. 1994), such measures
have not spread in this field.

Table 2 Effects of condition
measures in the nestling rearing
phase on the changes of white
patch sizes to the next year in
collared flycatcher males. General
linear models with backward
parameter removal and
reintroduction. TG and HBA
levels were corrected for kit type
while body mass was corrected
for tarsus length

FPS change WPS change
F df Pearson r F df Pearson r

Age 1.239 1, 29 0.202 116.343*** 1, 32 0.886

Original patch size 13.772*** 1, 30 − 0.561 8.542** 1, 32 − 0.459
Residual TG level 0.466 1, 29 0.126 0.119 1, 31 0.062

Residual HBA level 6.017* 1, 30 − 0.409 1.953 1, 31 − 0.243
Residual mass 0.371 1, 29 − 0.112 0.069 1, 31 0.047

FPS, forehead patch size; HBA, beta-hydroxy-butyrate; TG, triglyceride; WPS, wing patch size; *p < 0.05;
**p < 0.01; ***p < 0.001

First year HBA level (residual)
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Fig. 2 Relationship of plasma beta-hydroxy-butyrate (HBA) level in the
nestling rearing period with the subsequent change of the forehead patch
size (FPS) in collared flycatcher males. The plotted values were corrected
for kit type (HBA) and for original patch size (FPS). The relationship
changes very little when omitting the lowest value of patch size change
(HBA effect after omission, F1,29 = 5.686, p = 0.024)

Table 3 Suitability values (AIC) for models corresponding to different
degrees of similarity between the courtship and the nestling rearing
phases in correlationmatrices of conditionmeasures in collared flycatcher
males. Lower AIC values imply greater model suitability

Model AIC

Equality 4.105

Proportionality 6.085

All PCs common 8.989

One common PC 9.529

Unrelated 12.000
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In the nestling rearing stage, no measure of actual nutrition
showed any correlation with badge sizes. In our population,
despite some consistent relationships between nestling growth
and male badge sizes (Szöllősi et al. 2009; Hegyi et al. 2011),
no correlational or experimental study has shown any robust
link between measures of male parental care and forehead or
wing patch size (Kiss et al. 2013; Kötél et al. 2016; Laczi et al.
2017). Therefore, nutritional reserve management in the nes-
tling rearing period may indeed not be closely linked to orna-
mentation. However, condition during parental care and badge
size can also be linked in the reverse causal direction, with
reproductive effort affecting the future expression of badge
size.

In our population, forehead patch size seems to have much
lower sensitivity to environmental conditions than wing patch
size (Hegyi et al. 2002, 2007; Török et al. 2003). Therefore,
we expected an effect of previous condition (during nestling
rearing) on wing but not forehead patch size, but found no
such pattern for either patch. Our present results do not ques-
tion the condition-dependence of wing patch size because our
current estimate for size-corrected previous body mass does
not differ significantly from a previous, significant estimate
obtained on a larger dataset (Török et al. 2003). A more sur-
prising pattern we found was the negative relationship of
change in forehead patch size with a nutritional reserve deple-
tion measure (HBA level) in the previous nestling rearing
period, but not with previous residual mass or previous re-
serve accumulation.

White reflectance is due to the quantitative aspects of the
feather keratin matrix (Prum 2006; Igic et al. 2018) and these
same aspects may influence the mechanical strength of the feath-
er. It has previously been suggested that white areas on feathers
can be uncheatable Brevealing indicators^ of feather macrostruc-
tural strength as these areas are particularly prone to mechanical
damage and parasitic consumption (Kose and Møller 1999;
Ferns andHinsley 2004). Nutritional stress duringmoult can lead

to poorer mechanical strength of ornamental feathers (Andersson
1994). White ornament abrasion may therefore represent a path-
way to indicate individual quality (Griggio et al. 2011). The
forehead patch consists of some contour feathers of the forehead,
and it is known that this patch indeed decreases in size due to
abrasion of the feather tips, even across the same breeding season
(Griffith and Sheldon 2001; our unpublished data). We suggest
that severe nutritional reserve depletion during the generally
stressful period of nestling rearing may have impinged on
physiological state during the next winter moult when the
forehead patch was formed. This could have resulted in
either (1) smaller post-moult patch sizes than the original
(i.e. a specific stress effect on structural ornament
expression; Peters et al. 2011) or (2) similar post-moult
patch sizes but lower abrasion-resistance of the new patch
(i.e. stress effect on structural ornament durability;
Griggio et al. 2011). Further investigations are needed to
determine the mechanism of forehead patch reduction af-
ter nutritional stress.

The classical theory of life histories makes crucial pre-
dictions concerning the interrelations of costly, fitness-
related traits. If the resource pool individuals can rely on
is similar, individual variation will be restricted to re-
source allocation, and among-individual correlations of
fitness-related traits will tend to be negative. If, on the
other hand, individuals vary in their overall resource pool
available for allocation, among-individual trait correla-
tions may be positive (van Noordwijk and de Jong
1986). It has recently been suggested that this has high
relevance for sexual trait information content. If variabil-
ity in resource acquisition dominates, condition-dependent
ornaments are expected to positively correlate with other
fitness-related traits, while a negative correlation is ex-
pected when variability in resource allocation dominates.
In other words, condition-dependent ornaments can be
good fitness indicators only if there is consistent variation
among individuals in the overall resource pool they pos-
sess (Morehouse 2014).

We may consider residual mass as an index of resource
pool availability for allocation while TG level as a mea-
sure of recent resource acquisition. Our present data indi-
cate that the dynamics of resource stores and the actual
state of these stores may vary rather differently. Although
recent reserve depletion was visible on the current condi-
tion of the individual, there was little relationship between
recent reserve accumulation and condition. This suggests
that it may not be easy to trace the resource pool available
for allocation to ornaments and other functions.
Furthermore, it has been noted that positive correlations
may arise between ornaments and life history traits even
in the absence of systematic differences in total resource
pool if resource utilization efficiency shows individual
variation (Olijnyk and Nelson 2013). Moreover, the whole
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Fig. 3 Relationship between plasma beta-hydroxy-butyrate (HBA) level
and residual body mass in collared flycatcher males. Data from courtship
and nestling rearing were pooled. HBA level was corrected for kit type
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situation becomes much more complicated if allocation
rules systematically change with resource acquisition
(Robinson and Beckerman 2013; Descamps et al. 2016).
Evidence is indeed accumulating that allocation to orna-
ment development may depend on condition, resource
stress, or physiological state (Badyaev and Vleck 2007;
Lindström et al. 2009; Schwab and Moczek 2016).
Therefore, it seems conceptually important to approach
the relationships of ornament expression and condition
in more detail than it is currently the norm.

To summarize, there was a lack of clear relationship in
this dataset between current body condition and conse-
quent changes of a dynamic plumage ornament (wing
patch size, Török et al. 2003), but a robust relationship
between a specific measure of recent nutritional reserve
depletion and the observed future expression of a less dy-
namic ornament (forehead patch size, Hegyi et al. 2006).
Moreover, in the principal phase of using the wing patch as
a territorial badge (courtship period, Garamszegi et al.
2006a), size of the badge was related to reserve accumula-
tion and tended to correlate with reserve depletion, but it
was unrelated to current condition. Finally, no measure of
nutrition correlated with ornament sizes in the nestling
rearing phase when ornamentation does not seem to predict
male behaviour. These results indicate that the increasingly
realized benefits of assessing physiological state in studies
of condition-dependence in a dynamic and multivariate
manner (e.g. Milot et al. 2014; Hennin et al. 2018) may
extend to sexual ornaments, especially if reserve dynamics
are measured in multiple phases of the yearly cycle.
Finally, our findings support the opinions that future re-
search on the condition-dependent regulation of sexual
trait expression will benefit from considering the specific
roles of stress (Buchanan 2011; Moore et al. 2016) and the
regulation of resource acquisition (Morehouse 2014).

Acknowledgements Open access funding provided by Eötvös Loránd
University (ELTE). We thank the Pilis Park Forestry for supporting our
long-term research. We also thank Andrea Pilastro and two anonymous
reviewers for constructive comments on the manuscript.

Funding This study was funded by the Nemzeti Kutatás-Fejlesztési és
Innovációs Hivatal (NKFIH), Hungary (grant numbers K115970, K124443),
theHungarianAcademy of Sciences (Bolyai JánosResearch ScholarshipBO_
663_17 to BR), the Ministry of Economy and Competitiveness (Spain)
(CGL2015-70639-P to LZG), and the Eötvös Loránd University (PhD schol-
arships to NB, MJ, DK, KK, and ES). GM was supported by the Higher
Education Institutional Excellence Program (20430-3/2018/FEKUTSTRAT)
awarded by the Ministry of Human Capacities.

Compliance with ethical standards

Competing interests The authors declare that they have no conflict of
interest.

Ethical approval All applicable international, national, and/or institu-
tional guidelines for the use of animals were followed. The study was
conducted under a long-term research agreement with the Pilis Park
Forestry (December 1988 and March 2007), and with research permits
from the regional nature conservation authority (PE/KTF/11978-5/2015,
PE/KTF/11978-10/2015) and ethical permits from the institutional animal
welfare committee (Munkahelyi Állatjóléti Bizottság) of the Eötvös
Loránd University (T-012/2015, T-020/2017).

Open Access This article is distributed under the terms of the Creative
Commons At t r ibut ion 4 .0 In te rna t ional License (h t tp : / /
creativecommons.org/licenses/by/4.0/), which permits unrestricted use,
distribution, and reproduction in any medium, provided you give appro-
priate credit to the original author(s) and the source, provide a link to the
Creative Commons license, and indicate if changes were made.

References

Andersson S (1994) Costs of sexual advertising in the Jackson’s widow-
bird. Condor 96:1–10

Anteau MJ, Afton AD (2008) Using plasma lipid metabolites to index
changes in lipid reserves of free-living lesser scaup (Aythya affinis).
Auk 125:354–357

Badyaev AV, Vleck CM (2007) Context-dependent development of sex-
ual ornamentation: implications for a trade-off between current and
future breeding efforts. J Evol Biol 20:1277–1287

Buchanan KL (2011) The developmental stress hypothesis: a special case of
the evolution of condition-dependent sexual traits. Behav Ecol 22:12–13

Cotton S, Small J, Pomiankowski A (2006) Sexual selection and
condition-dependent mate preferences. Curr Biol 16:R755–R765

Descamps S, Gaillard JM, Hamel S, Yoccoz NG (2016) When relative
allocation depends on total resource acquisition: implication for the
analysis of trade-offs. J Evol Biol 29:1860–1866

Devost I, Hallot F, Milbergue M, Petit M, Vézina F (2014) Lipid metab-
olites as markers of fattening rate in a non-migratory passerine:
effects of ambient temperature and individual variation. Comp
Biochem Physiol A 177:18–26

Ferns PN, Hinsley SA (2004) Immaculate tits: head plumage pattern as an
indicator of quality in birds. Anim Behav 67:261–272

Garamszegi LZ, Rosivall B, Hegyi G, Szöllősi E, Török J, Eens M
(2006a) Determinants of male territorial behavior in a Hungarian
collared flycatcher population: roles for plumage traits of residents
and challengers. Behav Ecol Sociobiol 60:663–671

Garamszegi LZ, Merino S, Török J, Eens M, Martínez J (2006b)
Indicators of physiological stress and the elaboration of sexual traits
in the collared flycatcher. Behav Ecol 17:399–404

Grafen A (1990) Biological signals as handicaps. J Theor Biol 144:517–546
Griffith SC, Sheldon BC (2001) Phenotypic plasticity in the expression of

sexually selected traits: neglected components of variation. Anim
Behav 61:987–993

Griggio M, Valera F, Casas-Criville A, Hoi H, Barbosa A (2011) White
tail markings are an indicator of quality and affect mate preference in
rock sparrows. Behav Ecol Sociobiol 65:655–664

Gustafsson L, Nordling D, Andersson MS, Sheldon BC, Qvarnström A
(1994) Infectious diseases, reproductive effort and the cost of repro-
duction in birds. Philos Trans R Soc B 346:323–331

Gustafsson L, Qvarnström A, Sheldon BC (1995) Trade-offs between life-
history traits and a secondary sexual character in male collared fly-
catchers. Nature 375:311–313

Hegyi G, Laczi M (2015) Using full models, stepwise regression and
model selection in ecological data sets: Monte Carlo simulations.
Ann Zool Fenn 52:145–159

89 Page 8 of 10 Behav Ecol Sociobiol (2019) 73: 89



Hegyi G, Török J, Tóth L (2002) Qualitative population divergence in
proximate determination of a sexually selected trait in the collared
flycatcher. J Evol Biol 15:710–719

Hegyi G, Török J, Tóth L, Garamszegi LZ, Rosivall B (2006) Rapid
temporal change in the expression and age-related information con-
tent of a sexually selected trait. J Evol Biol 19:228–238

Hegyi G, Török J, Garamszegi LZ, Rosivall B, Szöllősi E, Hargitai R
(2007) Dynamics of multiple sexual signals in relation to climatic
conditions. Evol Ecol Res 9:905–920

Hegyi G, Rosivall B, Szöllősi E, Hargitai R, Eens M, Török J (2008)
Phenotypic plasticity in a conspicuous female plumage trait: infor-
mation content and mating patterns. Anim Behav 75:977–989

Hegyi G, Szöllősi E, Jenni-Eiermann S, Török J, Eens M, Garamszegi LZ
(2010)Nutritional correlates andmate acquisition role ofmultiple sexual
traits in male collared flycatchers. Naturwissenschaften 97:567–576

Hegyi G, Rosivall B, Szöllősi E, EensM, Török J (2011) Context-dependent
effects of nestling growth trajectories on recruitment probability in the
collared flycatcher. Behav Ecol Sociobiol 65:1647–1658

Hegyi G, Kötél D, Laczi M (2015) Direct benefits of mate choice: a meta-
analysis of plumage colour and offspring feeding rate in birds. Sci Nat
102:62

Hennin HL, Dey CJ, Bêty J, Gilchrist HG, Legagneux P, Williams TD,
Love OP (2018) Higher rates of prebreeding condition gain posi-
tively impacts clutch size: a mechanistic test of the condition-
dependent optimization model. Funct Ecol 32:2019–2028

Hoekstra HE, Hoekstra JM, Berrigan D, Vignieri SN, Hoang A, Hill CE,
Beerli P, Kingsolver JD (2001) Strength and tempo of directional
selection in the wild. Proc Natl Acad Sci U S A 98:9157–9160

Höglund J, Sheldon BC (1998) The cost of reproduction and sexual
selection. Oikos 83:478–483

Igic B, D’Alba L, ShawkeyMD (2018) Fifty shades of white: how feather
brightness differs among species. Sci Nat 105:18

Jenni-Eiermann S, Jenni L (1994) Plasma metabolite levels predict indi-
vidual body mass changes in a small long-distance migrant, the
garden warbler. Auk 111:888–899

Jennions MD, Møller AP, Petrie M (2001) Sexually selected traits and
survival: a meta-analysis. Q Rev Biol 76:3–36

Jones IL (1994) Mass changes of least auklets Aethia pusilla during the
breeding season: evidence for programmed loss of mass. J Anim
Ecol 63:71–78

Kilpimaa J, Alatalo RV, Siitari H (2004) Trade-offs between sexual ad-
vertisement and immune function in the pied flycatcher (Ficedula
hypoleuca). Proc R Soc Lond B 271:245–250

Kiss D, Hegyi G, Török J, Rosivall B (2013) The relationship between
maternal ornamentation and feeding rate is explained by intrinsic
nestling quality. Behav Ecol Sociobiol 67:185–192

Klug H, Lindström K, Kokko H (2010) Who to include in measures of
sexual selection is no trivial matter. Ecol Lett 13:1094–1102

Kose M, Møller AP (1999) Sexual selection, feather breakage and para-
sites: the importance of white spots in the tail of the barn swallow
(Hirundo rustica). Behav Ecol Sociobiol 45:430–436

Kötél D, Laczi M, Török J, Hegyi G (2016) Mutual ornamentation and
the parental behaviour of male and female collared flycatchers
Ficedula albicollis during incubation. Ibis 158:796–807

Labocha MK, Hayes JP (2012) Morphometric indices of body condition
in birds: a review. J Ornithol 153:1–22

Laczi M, Kötél D, Török J, Hegyi G (2017) Mutual plumage ornamen-
tation and biparental care: consequences for success in different
environments. Behav Ecol 28:1359–1368

Lindström J, Pike TW, Blount JD, Metcalfe NB (2009) Optimization of
resource allocation can explain the temporal dynamics and honesty
of sexual signals. Am Nat 174:515–525

Meadows MG, Roudybush TE, McGraw KJ (2012) Dietary protein level
affects iridescent coloration in Anna’s hummingbirds,Calypte anna.
J Exp Biol 215:2742–2750

Milot E, Cohen AA, Vézina F, Buehler DM, Matson KD, Piersma
T (2014) A novel integrative method for measuring body
condition in ecological studies based on physiological dys-
regulation. Methods Ecol Evol 5:146–155

Mitchell DP, Dunn PO, Whittingham LA, Freeman-Gallant CR (2007)
Attractive males provide less parental care in two populations of the
common yellowthroat. Anim Behav 73:165–170

Møller AP, Alatalo RV (1999) Good genes effects in sexual selection.
Proc R Soc B 266:85–91

Møller AP, JennionsMD (2001) How important are direct fitness benefits
of sexual selection? Naturwissenschaften 88:401–415

Moore FR, Shuker DM, Dougherty L (2016) Stress and sexual
signaling: a systematic review and meta-analysis. Behav
Ecol 27:363–371

Morehouse NI (2014) Condition-dependent ornaments, life histories, and
the evolving architecture of resource use. Integr Comp Biol 54:591–
600

Moreno J (1989) Strategies of mass change in breeding birds. Biol J Linn
Soc 37:297–310

Olijnyk AM, Nelson WA (2013) Positive phenotypic correlations among
life-history traits remain in the absence of differential resource in-
gestion. Funct Ecol 27:165–172

Pärt T, Qvarnström A (1997) Badge size in collared flycatchers
predicts outcome of male competition over territories. Anim
Behav 54:893–899

Peters A, Kurvers RHJM, Roberts ML, Delhey K (2011) No evidence for
general condition-dependence of structural plumage colour in blue
tits: an experiment. J Evol Biol 24:976–987

Phillips PC, Arnold SJ (1999) Hierarchical comparison of genetic
variance-covariance matrices I. Using the Flury hierarchy.
Evolution 53:1506–1515

Prokop ZM, Michalczyk Ł, Drobniak SM, Herdegen M, Radwan J
(2012) Meta-analysis suggests choosy females get sexy sons more
than Bgood genes^. Evolution 66:2665–2673

Prum RO (2006) Anatomy, physics and evolution of avian structural
colors. In: Hill GE, McGraw KJ (eds) Bird coloration, vol 1.
Harvard University Press, Cambridge, pp 295–353

Qvarnström A (1997) Experimentally increased badge size increases
male competition and reduces male parental care in the collared
flycatcher. Proc R Soc Lond B 264:1225–1231

Robinson MR, Beckerman AP (2013) Quantifying multivariate
plasticity: genetic variation in resource acquisition drives
plasticity in resource allocation to components of life history.
Ecol Lett 16:281–290

Rowe L, Houle D (1996) The lek paradox and the capture of genetic
variance by condition-dependent traits. Proc R Soc Lond B 263:
1415–1421

Schulte-Hostedde AI, Zinner B,Millar JS, Hickling GJ (2005) Restitution of
mass-size residuals:validatingbodycondition indices.Ecology86:155–
163

Schwab DB, Moczek AP (2016) Nutrient stress during ontogeny alters
patterns of resource allocation in two species of horned beetles. J
Exp Zool A 325:481–490

Siepielski AM, DiBattista JD, Carlson SM (2009) It’s about time: the
temporal dynamics of phenotypic selection in the wild. Ecol Lett
12:1261–1276

Symonds MRE, Moussalli A (2011) A brief guide to model selection,
multimodel inference and model averaging in behavioural ecology
using Akaike’s information criterion. Behav Ecol Sociobiol 65:13–
21

Behav Ecol Sociobiol (2019) 73: 89 Page 9 of 10 89



Számadó S (2011) The cost of honesty and the fallacy of the handicap
principle. Anim Behav 81:3–10

Szöllősi E, Rosivall B, Hasselquist D, Török J (2009) The effect of pa-
rental quality and malaria infection on nestling performance in the
collared flycatcher (Ficedula albicollis). J Ornithol 150:519–527

Tibbetts EA (2014) The evolution of honest communication: integrating
social and physiological costs of ornamentation. Integr Comp Biol
54:578–590

Török J, Hegyi G, Garamszegi LZ (2003) Depigmented wing patch size
is a condition-dependent indicator of viability in male collared fly-
catchers. Behav Ecol 14:382–388

van Noordwijk AJ, de Jong G (1986) Acquisition and allocation of re-
sources: their influence on variation in life history tactics. Am Nat
128:137–142

Weaver RJ, Koch RE, Hill GE (2017) What maintains signal honesty in
animal colour displays used in mate choice? Philos Trans R Soc B
372:20160343

Publisher’s note Springer Nature remains neutral with regard to
jurisdictional claims in published maps and institutional affiliations.

89 Page 10 of 10 Behav Ecol Sociobiol (2019) 73: 89


	Ornaments and condition: plumage patch sizes, nutritional reserve state, reserve accumulation, and reserve depletion
	Abstract
	Abstract
	Abstract
	Introduction
	Materials and methods
	Field methods
	Blood sampling and metabolite assays
	Statistical methods
	Data availability

	Results
	Condition at ornament measurement
	Condition and subsequent change in ornament size
	Interrelations of condition indices

	Discussion
	References


