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Research on animal signaling enhances our understanding of links between sensory processing, decision making, behavior, and evolu-
tion. Studies of sexually-selected signals may be particularly informative as mate choice provides access to decision patterns in the 
way that courtship leads to an easily observable behavioral output in choosers, i.e., mating. Male peacock spiders have some of the 
most elaborate and varied courtship displays known among animals. Particularly striking to human observers is the diversity of red, 
orange, and yellow ornaments that males exhibit across the genus. The primary objective of our research was to investigate how 
these visual ornaments interact with vibratory songs to affect female mating behavior of one species, Maratus volans. Accordingly, we 
conducted mating trials under a series of experimentally manipulated vibratory and lighting conditions. Contrary to expectation, chro-
matic characteristics of longer wavelength ornaments are not driving female mate choice decisions, despite their extensive presence 
on male fans. Instead, our results suggest that contrast is important to females. Additionally, we found that vibratory signals were not 
necessary and did not increase mating rates. Our study demonstrates the intricacies inherent in complex signaling systems.
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BACKGROUND
For many animal systems, the manner in which females evaluate 
male courtship signals is unknown (Rosenthal 2017; Rosenthal 
et  al. 2017). Empirical work is needed to improve upon exist-
ing models for decision making in mate choice, but designing 
experiments to elucidate male traits of  interest to females is dif-
ficult. This is especially true for complex signals spanning multi-
ple modalities (multimodal signals), where it is difficult to tease 
apart the role of  each type of  signal. However, in systems where 
male courtship displays are characterized by multimodal sig-
nals, determining how females assess different signaling modali-
ties is critical to understanding how sexual selection shapes male 
phenotypes.

The challenges of  studying multimodal signals are further com-
pounded by the inherent subjectivity of  observing animal signals 
through a human lens (Kokko 2017), especially when our knowl-
edge of  the perceptual capabilities of  the animal in question is 

limited. Displays and features that stimulate our eyes and ears 
grab our attention such that we forget that prominent features 
to human observers might not be those most salient to the focal 
organism. In fact, the most relevant components of  signals may 
escape our notice entirely. For example, many animals utilize 
visual features that are invisible to us, such as polarization (Chiou 
et  al. 2008; Foster et  al. 2014), and UV coloration (Hausmann 
et al. 2003; Hogg et al. 2011; Xu and Fincke 2015; Cronin and 
Bok 2016). Additionally, the bulk of  our planet’s animal diver-
sity is composed of  species that utilize modes of  communication 
either nearly or completely imperceptible to humans, includ-
ing substrate-borne signals (Cocroft and Rodriguez 2005; Hill 
2008; Hill and Wessel 2016), water-borne signals (Aiken 1985; 
Patek 2001; Sueur et  al. 2011; Ladich 2015; Parmentier et  al. 
2017), near-field particle signals (Heidelbach et  al. 1991; Santer 
and Hebets 2008; Cator et al. 2009; Shamble et al. 2016), and/
or chemical signals (Carde´ and Millar 2004). Even in systems 
where we understand something about the physiological capa-
bilities of  animals and can measure the pertinent signals, it is still 
easy to draw erroneous conclusions about how different aspects Address correspondence to D.O. Elias. E-mail: doelias@berkeley.edu.
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of  these signals are utilized and processed. For example, recent 
work on mantis shrimp overturned the existing assumption that 
these exceptionally colorful stomatopods also have remarkable 
color discrimination abilities (Thoen et al. 2014). This study, like 
so many others, highlights the necessity of  behavioral data to test 
hypotheses about signal use across taxa.

Peacock jumping spiders of  the species-rich Maratus genus pres-
ent an ideal system for examining the role of  complex signaling 
traits in female choice of  mates. During courtship, a male peacock 
spider will unfurl colorfully-patterned flaps attached to his abdo-
men (Hsiung et  al. 2017), which he waves at a female in coordi-
nation with an ornamented third pair of  legs (Girard et al. 2011). 
The extensive use of  visual signals by male peacock spiders is 
not surprising because jumping spiders (Family: Salticidae) are 
widely considered visual specialists and have many adaptations 
that allow them to approach the physical limit of  optical resolu-
tion for their compact size (Land 1969; Land 1985; Zurek et  al. 
2010; Nagata et  al. 2012; Zurek and Nelson 2012; Caves et  al. 
2018). Behaviorally, visual traits have been demonstrated to play 
an important role in courtship of  many jumping spiders (Jackson 
1981; Forster 1982; Uhl and Elias 2011; McGinley et  al. 2015; 
Peckmezian and Taylor 2015). In Maratus volans, male visual (wav-
ing of  abdominal flaps and the third pair of  legs) and vibrational 
(rate of  vibratory songs) displays were shown to predict mating suc-
cess (Girard et al. 2015), although it is not known if/how male col-
oration contributes to this outcome. Studies of  the effects of  color 
in other species of  jumping spiders have generated equivocal results 
(Lim et  al. 2007; Taylor and McGraw 2013; Taylor et  al. 2014). 
Moreover, physiological studies investigating color vision in salti-
cids indicate that there is interspecific variation in the number and 
spectral sensitivities of  photoreceptors, although most are believed 
to be UV-green-sensitive dichromats (DeVoe 1975; Yamashita and 
Tateda 1976; Blest et  al. 1981; Nagata et  al. 2012; Zurek et  al. 
2015; Morehouse et al. 2017).

In addition to complex ornaments and displays, Maratus males 
employ vibratory songs during courtship, as do males in several 
other groups of  jumping spiders. Some genera use simple substrate-
borne vibrations (Phidippus (Elias et  al. 2010, 2014)) while others 
evolved more complex vibratory songs (Habronattus (Maddison and 
Stratton 1988; Elias et  al. 2003; Elias et  al. 2012), Saitis (Gwynne 
and Dadour 1985), and Maratus (Girard et al. 2011)). The few stud-
ies that have examined the impact of  vibratory signals on female 
mate choice determined that these signals are essential for males to 
achieve copulation (Elias et al. 2005, 2006; Sivalinghem et al. 2010) 
and reduce female aggression (Wignall and Herberstein 2013; Xiao 
et al. 2015). Although previous work on M. volans identified several 
aspects of  male vibrational signals that predict mating success, ele-
ments of  motion displays by males explain more than twice the 
variance in mating success as any aspect of  vibrational signals, sug-
gesting that visual signaling modalities are dominant in this species 
(Girard et al. 2015). To date, however, no studies of  Maratus have 
examined the impacts of  vibrational and visual signals in isolation 
or how these 2 courtship elements interact in combination to affect 
mating. Is the presence of  both modalities required for mating 
success (Partan and Marler 1999, 2005; Hebets and Papaj 2005)? 
Instead, perhaps each modality can compensate for the other in 
diverse signaling environments (Heuschele et al. 2009; Gordon and 
Uetz 2011; Gray et al. 2014; Partan 2017).

Here, we examine how interactions between different signal 
modalities affect mate choice by female M. volans. In particular, we 
focus on vibrations and long wavelength (LW) visual ornaments 

(575–700  nm). We chose to manipulate LW ornaments because 
LW sexual ornaments are only found in few jumping spider groups 
(Maddison and Hedin 2003; Zurek et al. 2015; Leduc-Robert and 
Maddison 2018) and exemplify one of  the major axes of  visual sig-
naling diversity across the Maratus genus (Girard and Endler 2014). 
To explore the impact of  LW visual signals and assess the relative 
contributions of  visual and vibratory signals to female mate choice, 
we compared patterns of  male mating success under various vibra-
tory and lighting conditions. We predicted that if  M. volans females 
were selecting males based on chromatic properties of  their long-
wavelength ornaments, then manipulating the reflection patterns 
of  long-wavelength ornaments would significantly decrease mat-
ing rates. Furthermore, we predicted that manipulating vibratory 
environments would have a significant but smaller effect as was 
suggested in a recent study (Girard et al. 2015). In addition to gen-
erating new insights into the mate choice decisions of  females, our 
analyses reveal how interactions between signaling modalities may 
vary across taxa, thereby highlighting the importance of  assessing 
multiple sensory modalities when evaluating the impact of  female 
choice on signal evolution.

METHODS
Study animals

M.  volans specimens were collected from 4 locations (Royal 
National Park, Ku-ring-gai Chase National Park, Muogamarra 
Reserve, and Wyrrabalong National Park) around Sydney, New 
South Wales from 15 September to 11 November 2015 and 13 
September to 11 November 2016. Live spiders were brought back 
to the laboratory, where they were housed individually with leaf  lit-
ter from their environment and kept on a natural 14:10 light:dark 
cycle. Spiders were fed a diet of  fruit flies (Drosophila melanogaster) 
and occasionally pinhead crickets (Acheta domestica). Only females 
that were collected as juveniles and that matured in the lab were 
used in this experiment so that we could ensure their virgin mating 
status. Female M. volans females likely only mate once in their life-
time and become highly aggressive when they have mated (Girard 
et al. 2015).

Experimental design

To assess the effects of  vibratory and visual cues on female mating 
decisions, we used a 2 × 2 factorial design to conduct mating trials 
under variable vibratory and lighting conditions. In order to modify 
the reflected chromatic properties of  male signals, trials were con-
ducted in chambers with 1 of  2 illumination types (Figures 1 and 2): 
broadband (full spectrum light: FS, 400–700  nm) or lighting with 
longer wavelengths removed (minus red spectrum light: MRS, 400–
575 nm); a more detailed description of  the illumination chambers 
is provided in the “experimental manipulations” section below. 
Under each type of  lighting, we also varied the vibratory environ-
ment of  our mating arenas (again, see “experimental manipula-
tions” section below for more details). The 2 mating arena types 
used in our trials either propagated all male signaling frequencies 
(vibration: V) or attenuated all vibrations (no vibration: NV). Our 
4 treatments were thus labeled as follows: full spectrum-vibration 
(FS/V), full spectrum-no vibration (FS/NV), minus red spectrum-
vibration (MRS/V), and minus red spectrum-no vibration (MRS/
NV). This design allowed us to distinguish between the importance 
of  vibratory signals and LW chromatic signals in dictating female 
mating behavior.
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By truncating the longer wavelengths of  the visible spec-
trum for our MRS treatments, we greatly reduced the total 
level of  lighting in the arenas compared to the FS treatments 
(Figure 2); the latter were 1.76 times brighter. To address this 
potential confounding factor, once initial mating trials were 
completed we conducted a fifth manipulation to test whether 
the differences in mating rates detected in the first experiment 
were related to the color composition of  the lighting environ-
ment or the overall brightness of  the chamber illumination. In 

this additional treatment, the MRS condition was the same in 
terms of  wavelength range (400–575  nm) but the brightness 
(area under irradiance curve for the FS treatment; Figure  2) 
was adjusted to be similar to that of  the full spectrum treat-
ment (Figure 2, increased brightness: +MRS); vibrations were 
not manipulated and thus we labeled this treatment +MRS/V. 
For spectra of  the different treatments measured as photon 
flux, see Supplementary Figure  S1, in the Supplementary 
Material.

Mating
arena

Illumination
chamber

Needlepoint frame (with or without cement)

Nylon

Radion lamp

Mounted GoPro 

Figure 1
Experimental set-up.
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Figure 2
Irradiance spectra across natural and experimental conditions: lighting conditions (at noon) of  the natural environment of  M. volans (green); experimental 
lighting condition for the FS light treatment (red); experimental lighting condition for the MRS light treatment (light blue); experimental lighting condition 
for augmented brightness minus red spectrum (+MRS) light treatment (dark blue).

Mating trials

Mating trials proceeded as follows: 2 to 3 weeks postmaturation 
(determined by the appearance of  female genitalia (Foelix 1996)), 
each female was randomly paired with a mature male and assigned 
to one of  the treatment groups. Immediately prior to each trial, 
vibratory arenas were placed inside the cylinders (30.45 cm height, 
25  mm diameter), which were then covered with blackout cloth 
to ensure that our setups were completely sheltered from all other 
ambient light. All mating trials (N  =  175, 35 for each treatment) 
were conducted between 09:00 and 17:00 Australian Eastern 
Daylight Time  (AEDT); temperature in the arena was monitored 
using ibuttons (Maxim Integrate Thermochron iButton) to ensure 
that all experiments were run under approximately the same ambi-
ent temperature (26.0 ± 1.04 °C, mean ± SE). Trials were allowed 
to run for 15  min (we ensured that all males courted during this 
time) and we recorded interactions between the pairs using a Go 
Pro (Hero 4)  mounted to the top of  each lighting chamber. In 
between use, our arenas and chambers were cleaned with 85% eth-
anol to remove any potential chemical cues remaining from pre-
vious trials. Whenever possible, females were paired with males 
collected from the same population (only 16/175 females were 
paired with males from a different collection location). All males 
and females were only used once.

We used a single-choice assay because of  the natural history 
of  the organism as well as experimental constraints. The relative 
low density of  Maratus individuals makes it more likely the females 
assess males individually and not simultaneously. This is especially 
the case when males are fan dancing during the later stages of  
display (Girard et  al. 2011). Additionally, because we wanted to 
directly measure copulation success, we elected to use single-choice 
assays to avoid the complicating factor of  male–male interactions. 
Similar assays have been used in many studies of  jumping spiders 
with comparable natural history (Clark and Biesiadecki 2002; Elias 
et al. 2005; Hebets and Maddison 2005; Sivalinghem et al. 2010; 
Taylor and McGraw 2013).

Experimental manipulations

We used irradiance measurements (obtained with a Jaz – Combo-2 
spectrometer, CC-3-DA cosine corrector, Ocean Optics Inc.) from 
the shady understory of  Eucalyptus forests, M. volans’ native habi-
tat, to approximate, to the best of  our abilities, the spectrum and 
brightness of  natural illumination conditions. Absolute irradiance 
measurements were taken on a sunny cloudless day (at 12 pm 
AEDT), 12 October 2015, during M. volans peak activity at one of  
our collecting sites (Muogamarra Reserve site). The illumination 
characteristics of  our control treatment (FS—see below) fell within 
naturally occurring variation in natural lighting.

Light treatments were created using Radion XR15w Pro lamps 
which consisted of  tunable arrays of  LED’s across a broad spec-
trum of  wavelengths. Six cyan (490–520  nm) LED’s were used 
to augment the light provided by these lamps and help smooth 
the middle (green) part of  each spectrum. LED arrays were 
mounted inside lighting chambers made from cardboard cylin-
ders (radius  =  12.5  cm, height  =  30.48  cm) spray-painted matte 
white. The removal of  the LWs from ambient illumination strongly 
affected color patches that reflect light in the 575–700 nm portion 
of  visible spectrum (yellow, orange, and red ornaments; Figure  3, 
Supplementary Figure  S2). These treatments affected existing 
ornamentation patterns in several ways. First, the removal of  LWs 
changed the chromatic properties of  the reflectance of  ornaments 
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Mating trials

Mating trials proceeded as follows: 2 to 3 weeks postmaturation 
(determined by the appearance of  female genitalia (Foelix 1996)), 
each female was randomly paired with a mature male and assigned 
to one of  the treatment groups. Immediately prior to each trial, 
vibratory arenas were placed inside the cylinders (30.45 cm height, 
25  mm diameter), which were then covered with blackout cloth 
to ensure that our setups were completely sheltered from all other 
ambient light. All mating trials (N  =  175, 35 for each treatment) 
were conducted between 09:00 and 17:00 Australian Eastern 
Daylight Time  (AEDT); temperature in the arena was monitored 
using ibuttons (Maxim Integrate Thermochron iButton) to ensure 
that all experiments were run under approximately the same ambi-
ent temperature (26.0 ± 1.04 °C, mean ± SE). Trials were allowed 
to run for 15  min (we ensured that all males courted during this 
time) and we recorded interactions between the pairs using a Go 
Pro (Hero 4)  mounted to the top of  each lighting chamber. In 
between use, our arenas and chambers were cleaned with 85% eth-
anol to remove any potential chemical cues remaining from pre-
vious trials. Whenever possible, females were paired with males 
collected from the same population (only 16/175 females were 
paired with males from a different collection location). All males 
and females were only used once.

We used a single-choice assay because of  the natural history 
of  the organism as well as experimental constraints. The relative 
low density of  Maratus individuals makes it more likely the females 
assess males individually and not simultaneously. This is especially 
the case when males are fan dancing during the later stages of  
display (Girard et  al. 2011). Additionally, because we wanted to 
directly measure copulation success, we elected to use single-choice 
assays to avoid the complicating factor of  male–male interactions. 
Similar assays have been used in many studies of  jumping spiders 
with comparable natural history (Clark and Biesiadecki 2002; Elias 
et al. 2005; Hebets and Maddison 2005; Sivalinghem et al. 2010; 
Taylor and McGraw 2013).

Experimental manipulations

We used irradiance measurements (obtained with a Jaz – Combo-2 
spectrometer, CC-3-DA cosine corrector, Ocean Optics Inc.) from 
the shady understory of  Eucalyptus forests, M. volans’ native habi-
tat, to approximate, to the best of  our abilities, the spectrum and 
brightness of  natural illumination conditions. Absolute irradiance 
measurements were taken on a sunny cloudless day (at 12 pm 
AEDT), 12 October 2015, during M. volans peak activity at one of  
our collecting sites (Muogamarra Reserve site). The illumination 
characteristics of  our control treatment (FS—see below) fell within 
naturally occurring variation in natural lighting.

Light treatments were created using Radion XR15w Pro lamps 
which consisted of  tunable arrays of  LED’s across a broad spec-
trum of  wavelengths. Six cyan (490–520  nm) LED’s were used 
to augment the light provided by these lamps and help smooth 
the middle (green) part of  each spectrum. LED arrays were 
mounted inside lighting chambers made from cardboard cylin-
ders (radius  =  12.5  cm, height  =  30.48  cm) spray-painted matte 
white. The removal of  the LWs from ambient illumination strongly 
affected color patches that reflect light in the 575–700 nm portion 
of  visible spectrum (yellow, orange, and red ornaments; Figure  3, 
Supplementary Figure  S2). These treatments affected existing 
ornamentation patterns in several ways. First, the removal of  LWs 
changed the chromatic properties of  the reflectance of  ornaments 

(primarily yellow, orange, and red ornaments). Second, this treat-
ment effectively removed any existing patterns of  chromatic con-
trast and replaced this with a pattern of  achromatic contrast. Our 
+MRS treatment had the additional effects of  1)  increasing the 
amount of  light reflected off of  short wavelength ornaments and 
2)  further increasing the achromatic contrast between short and 
LW ornaments. While we were not able to recreate the UV portion 
of  sunlight, all treatments were equal in this regard and thus should 
have affected female behavior equally in all trials.

In the treatments that allowed vibratory communication by males 
(FS/V and MRS/V, +MRS/V), our arenas consisted of  nylon fab-
ric stretched over a circular wooden needlepoint frame (diameter: 
10 cm). Nylon was used as the signaling substrate because it passes 
relevant frequencies with minimal distortion (Elias and Mason 
2014). The arena for our nonvibration treatment groups (FL/NV 
and MRS/NV) used wooden needlepoint frames filled with cement. 
Nylon fabric was also stretched over these frames to replicate the 
background color and texture of  the vibratory arenas; because the 
nylon was directly in contact with the cement, however, it was una-
ble to move freely and thus drastically attenuated vibrational signals 
(Figure 4). Both treatment types were surrounded with white Teflon 
sheets to prevent spiders from leaving the arena. To remove any 
effects of  potential vibrational noise in the room during our trials, 
we always ran similar vibration treatments concurrently. For exam-
ple, FS/NV trials were run simultaneously with MRS/NV trials 
and FS/V trials were run simultaneously with MRS/V trials.

Measuring male color:

In order to understand which color patches of  male M. volans would 
be affected by our lighting manipulations, we used a SOC710 
hyperspectral imaging system (Surface Optics Co., USA) with 128 
channels (bands) to collect spectral data from male fans. Pinned 
specimens of  dead male M.  volans were imaged under a broad-
band 800W tungsten halogen photographic light (StudioPRO). The 
camera was operated using a PC laptop and the Lumenera soft-
ware v.6.3.0 provided by the manufacturer. The integration time 
for image capture was 300  ms, which was determined to work 
best with our illumination levels. The raw hyperspectral image 
cube (hypercube) generated by the system’s CCD sensor was cali-
brated to express camera responses for each pixel in radiance units 
(mW⋅cm−2⋅nm−1⋅sr−1) using a dark image reference file (recorded 
immediately after photographing each spider), and a calibration file 
provided by Surface Optics. Absolute reflectance data (this imag-
ing system detected wavelengths between 380 and 750  nm) for 
each pixel location was then reconstructed using the manufacturer’s 
spectral radiance analysis software, which automatically divided 
each radiance spectrum by the light reference spectrum to produce 
a normalized reflectance for our data. The light reference consisted 
of  a pixel sample area from a Munsell grey N5 panel that was posi-
tioned next to the focal spider in every photo. See (Garcia et  al. 
2015) for similar methods.

For all individuals imaged (N = 21), 2 nonoverlapping pixel sam-
ples within each color patch on a male (Figure  3a) were selected 
for analysis. When possible, the samples analyzed were sized to be 
approximately 10  ×  10 pixels, although some samples (e.g., patch 
F in Figure  3a) were necessarily smaller. Finally, all spectral data 
were exported into Excel where samples were averaged within and 
then across individuals (N  =  21) to generate Figure  3b. Predicted 
reflectance of  fans in each of  our lighting conditions (Figure 2) is 
presented in Supplementary Figure S2.
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Scoring behavior

We constructed ethograms for both males and females. We then 
used the JWatcher Video software package (Blumstein et al. 2010) 
to score each trial from the original 4 treatments. During our trials, 
males spent time 1)  moving around the arena, 2)  still, orientated 
towards females, or 3)  performing courtship behaviors towards 
females (Girard et al. 2011, 2015). For the purposes of  our analysis, 
we scored behavior after both animals orientated to each other. For 
males, we recorded the proportion of  time spent engaged in visual 
displays such as fan dancing (opisthosomal fan flaps opened and 
moving back and forth laterally, Figure 3) or leg waving (third pair 
of  legs extended and waved up and down) (Girard et al. 2011). To 
quantify the proportion of  time that males spent vibrating, we iden-
tified this behavior based on the abdominal movements of  males 
(Girard et al. 2011) that were visible on recordings. Both visual and 
vibratory courtship displays are important for male mating success 
(Girard et  al. 2015); thus, we wanted to examine whether male 
behavior was similar across treatment groups or if  there were any 

differences in male courtship under separate lighting and vibratory 
conditions that would account for any differences we saw in mat-
ing rates. For females, we recorded the proportion of  time spent 
oriented at males, as well as any instances of  lunges and abdomen 
wiggling (see Girard et  al. 2015). All 3 of  these female behaviors 
correlate with female mating receptivity, positively in the case of  
orientation, and negatively with lunges or abdomen wiggling 
(Girard et al. 2015). For pairs of  spiders that mated, we also scored 
latency to mate and mating duration.

Statistical analyses

Statistical analyses were performed using JMP (v.13.0.0, SAS 
Institute Inc.). To examine differences in mating rates across treat-
ments, we used a nominal logistic regression, with treatment group 
as a fixed effect and population, temperature, trial date and time as 
random effects. For pairs that mated during one of  the original 4 
treatment groups, we used 1-way analysis of  variance (ANOVA) to 
determine if  treatment type affected latency to mate or copulation 
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Figure 3
M. volans fan ornamentation coloration. (a) color patches lettered A–F correspond to reflectance curves A–F in (b). Wavelengths to the right of  the dotted line 
in (b) are those that were removed in our MRS treatments. Data shown is averaged for N = 21 individuals, and the shaded region around each curve reflects 
standard error for each wavelength.

duration. We also used 1-way ANOVA to determine if  male behav-
ior was consistent across lighting and vibrational regimes and to 
assess whether female behavior changed under different treatments. 
Finally, we used unpaired t-tests (assuming unequal variances) to 
investigate whether the same aspects of  male and female behav-
ior that were previously found to be correlated with mating success 
(male: visual and vibratory display effort as well as vibrational vigor; 
female: aggression;) (Girard et  al. 2015) were important in our 
study. Similarly, we used 2 separate general linear models (GLMs), 
each with a normal probability distribution and identity link, to 
examine whether latency to mate or copulation duration was pre-
dicted by these same behaviors.

RESULTS
We completed a total of  175 mating trials, 86 (49.1%) of  which 
ended with a male successfully copulating with a female. Population 
of  origin, temperature, trial date, and time had no significant effect 
on mating rates and thus these parameters were dropped from all 
subsequent analyses.
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duration. We also used 1-way ANOVA to determine if  male behav-
ior was consistent across lighting and vibrational regimes and to 
assess whether female behavior changed under different treatments. 
Finally, we used unpaired t-tests (assuming unequal variances) to 
investigate whether the same aspects of  male and female behav-
ior that were previously found to be correlated with mating success 
(male: visual and vibratory display effort as well as vibrational vigor; 
female: aggression;) (Girard et  al. 2015) were important in our 
study. Similarly, we used 2 separate general linear models (GLMs), 
each with a normal probability distribution and identity link, to 
examine whether latency to mate or copulation duration was pre-
dicted by these same behaviors.

RESULTS
We completed a total of  175 mating trials, 86 (49.1%) of  which 
ended with a male successfully copulating with a female. Population 
of  origin, temperature, trial date, and time had no significant effect 
on mating rates and thus these parameters were dropped from all 
subsequent analyses.

As predicted, the number of  successful copulations differed signif-
icantly among the 5 treatment groups (Figure 5; χ2 = 10.76, df = 4, 
P = 0.03, N = 175). Of  the original 4 treatment groups, FS/V had 
the greatest mating rate (65.7%); this rate was significantly higher 
than that for both reduced spectrum (MRS) treatment groups 
(MRS/V: χ2  =  7.03, P  =  0.01; MRS/NV: χ2  =  5.78, P  =  0.02), 
which had mating rates of  34.3% and 37.1%, respectively. Between 
MRS treatments, there was no significant difference in mating rate 
for trials with and without vibratory signals (MRS/V vs. MRS/NV; 
χ2 = 0.06, P = 0.80). The final treatment group (FS/NV) did not dif-
fer significantly from any of  the other treatment groups (MRS/NV: 
χ2 = 0.94, P = 0.33; FS/V: χ2 = 2.11, P = 0.15; MRS/V: χ2 = 1.48, 
P = 0.22). Interestingly though, this FS/NV treatment had a mat-
ing rate (48.6%) that was intermediate to the FS/V and both MRS 
treatments, suggesting that there may be some reduction in female 
receptivity when vibrational signals are reduced.

Surprisingly, overall brightness levels appeared to be a major fac-
tor impacting mating rates during our trials and not the specific 
chromatic characteristics of  the ambient illumination, suggesting a 
role for contrast in mate choice. Specifically, the increased bright-
ness of  the +MRS/V treatment versus the MRS/V treatment 
resulted in a significantly greater number of  copulations (χ2 = 4.70, 
P = 0.03). We observed a 60% mating rate in our +MRS/V treat-
ment, which is comparable to the mating rate we observed in the 
FS/V treatment group.

For the subset of  spiders that did mate during trials, we found no 
significant difference across the original 4 treatments with respect 
to the latency to mate (F3,62 = 1.69, P = 0.18) or the duration of  
copulations (F3,61 = 0.16, P = 0.92). However, regardless of  treat-
ment, we found that both the proportion of  time that males spent 
displaying visually (Girard et al. 2011) and the proportion of  time 
spent vibrating predicted mating latency (χ2  =  39.85, df  =  59, 
P  <  0.0001), with a negative relationship between the amount of  
time engaged in both signal types and the interval to mating. The 
amount of  time that males spent fan dancing also predicted copula-
tion (F3,134  =  17.269, P  <  0.0001, Figure  6). Together, these data 
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suggest that successful males spend a greater proportion of  time 
engaged in courtship displays, which is consistent with previous 
data for this species (Girard et al. 2015).

We found no significant difference in the proportion of  time 
that males engaged in visual (F3,134 = 0.30, P = 0.82) or vibrational 
(F3,134  =  1.28, P  =  0.28) signaling across the original 4 treatment 
groups. Looking at only the short wavelength lighting treatments 
(MRS/V and MRS/NV), however, revealed a significant differ-
ence in the proportion of  time that males spent vibrating (Figure 7: 
F1,67  =  3.099, P  =  0.04), with males vibrating more on arenas 
with the nylon substrate than on those that dampened vibrations 
using concrete. This suggests that males may alter their activity in 
response to their substrate or in response to female behavior when 
vibrations are present.

Lastly, the proportion of  time that females spent oriented 
(F3,134  =  1.06, P  =  0.37) in the male’s direction, the number of  
lunges toward males (F3,134 = 0.90, P = 0.44), and the occurrence 
of  abdomen wiggling (F3,134 = 1.653, P = 0.18) did not differ sig-
nificantly with respect to treatment. However, across the original 
4 treatments, females that mated during our trials performed sig-
nificantly fewer lunges than females that did not mate (Figure  8: 
F3,134 = 17.03, P < 0.0001).

DISCUSSION
In systems where complex displays spanning many modalities are 
involved, it remains a great challenge to elucidate which male traits 
are important to female mating decisions. Contrary to expecta-
tion, our data indicate that chromatic aspects of  LW signals play a 
relatively minor role in mate choice. While there was a significant 
decrease in mating rates in our MRS treatment groups as com-
pared to our FS treatments, the increase in mating we saw with our 
+MRS/V treatment suggests that other aspects of  male visual sig-
nals other than long-wavelength chromatic properties are the focus 
of  female attention. While we cannot rule out the effects of  light 
intensity on mating behavior, our overall mating rates in the FS 
treatment were similar to mating rates in arenas with bright, broad 

spectrum illumination (Girard et  al. 2015) suggesting that our FS 
treatment was a proper control for this study. We also observed 
that attenuating vibratory signals did not significantly affect mating 
rates. However, we found evidence that vibrations may be useful in 
some contexts, supporting the idea that vibratory signals may serve 
to complement visual signals. The proportion of  time that males 
invested in courtship did not differ across our treatment groups, 
suggesting that differences in mating rates were based on female 
responses to male signals.
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Why do males have long-wavelength visual 
signals?

LW signals make up the immense diversity of  male ornamenta-
tion across Maratus (Girard and Endler 2014) and are fairly unique 
across jumping spiders. We thus hypothesized that chromatic char-
acteristics of  LW fan ornaments (e.g., hue, chroma, and satura-
tion) were likely important to female peacock spiders, as they are 
to females of  other species (Houde 1987; Hill 1990; Kodric-Brown 
and Nicoletto 2001; Blows et al. 2003). If  the long-wave color sig-
nals (e.g., reds, oranges, yellows) that are so prominent on male pea-
cock spider fans are not used by females in mate choice, why do 
males invest in the production of  these signals?

One possibility is that females are evaluating overall fan 
pattern and not the specific color components of  the fan. 
Contrasting patterns have been shown to be important for many 
species (Fuller 2002; Heindl and Winkler 2003; Morrongiello 
et  al. 2010; Barry et  al. 2015; Cole and Endler 2015; Franklin 
et  al. 2017; Gaskett et  al. 2017). Moreover, research has illus-
trated that although choosers may assess individual visual com-
ponents, overall patterning plays a larger role in mate choice 
(Blows et al. 2003; Grether et al. 2004; Endler and Mielke 2005; 
Gumm and Mendelson 2011; Cole and Endler 2015). Under this 
hypothesis, the long-wave chromatic components of  Maratus fans 
function to establish the contrast between adjacent ornament 
patches (chromatic or achromatic contrast). Chromatic contrast 
patterns are formed via the interaction of  neurons comparing 
the response of  different photoreceptors (opponency, see Cronin 
et al. 2014). While we cannot say anything about how patterns 
of  chromatic contrast are perceived in Maratus, because the sen-
sitivity of  photoreceptors is unknown (Vorobyev and Osorio 
1998; Cronin et  al. 2014), luminance differences between the 
long and short wavelength ornaments (e.g., E vs. F in Figure  3 
and Supplementary Figure S2) are minimal. This suggests a role 
for chromatic contrast. In our manipulations removing LWs, 
effectively turning a presumed chromatic contrast pattern into 
achromatic contrast (relative luminance) pattern, did have an 
effect on female mating rates, however, this effect disappeared 
when the achromatic contrast between patches was increased in 
our enhanced illumination (+MRS) treatment. Taken together, 
our data thus support the hypothesis that Maratus use both pat-
terns of  chromatic and achromatic contrast under different 
lighting conditions.

While several animals have been demonstrated to use chromatic 
and achromatic contrast patterns for distinct tasks (Giurfa and 
Vorobyev 1998; Kelber et  al. 2003; Osorio and Vorobyev 2005), 
recent work has been accumulating that achromatic and chromatic 
vision can interact (Lind and Kelber 2011; Kelber and Henze 
2013; Schnaitmann et  al. 2013; Olsson et  al. 2018). For example, 
studies in blue crabs and guppies have shown that both chromatic 
and achromatic cues are used in mate choice (Baldwin and Johnsen 
2012; Cole and Endler 2015). Red, yellow, and orange signal com-
ponents, similar to those focused on in our study, may be especially 
important in creating a contrast with the mottled brown/green 
background of  the forest floor (Lovell et  al. 2005; Arenas et  al. 
2014) and/or between adjacent blue/green ornaments. Contrast 
between LW signals and green/blue backgrounds in their natural 
environment have been used to explain the prevalence of  these 
ornaments in aposematic coloration across taxa (Ruxton et  al. 
2004). Assessment of  color patterns and plasticity in the way color 
patterns are assessed may be an adaptation to heterogeneous light 

environments (Endler 1993; Warrant and Johnsen 2013; Cole and 
Endler 2015).

Although reliance on patterning/contrast may explain the 
apparent lack of  importance of  long-wave chromatic information 
in our study, other explanations are possible. First, females may 
be selecting males purely based on the brightness of  their orna-
ments. In this scenario, females assess the chromatic properties of  
the “blue” ornaments due to their increased brightness, whereas in 
the FS treatment, females assess the brightness of  “red” or “blue” 
ornaments. Manipulations of  the short wavelength components 
are needed to address this hypothesis. Second, neural mechanisms 
may compensate for the absence of  LWs such that females still per-
ceive red coloration in the absence of  the associated wavelengths 
(color constancy: (Neumeyer 1998; Balkenius and Kelber 2004; 
Chittka et  al. 2014). Some ornaments, particularly those in the 
“yellow” portion of  the spectrum reflect both long and short wave-
length light and may allow for discrimination/assessment under 
the increased light levels in the MRS+ treatment. Accordingly, the 
decreased mating rates observed during MRS treatments without 
enhanced illumination may have resulted from poor signal con-
trast in low light levels. In any case, our data demonstrate that 
females are unlikely to select males based on variation in chromatic 
properties of  LW reflections. Third, it is possible that the lighting 
environment of  the MRS treatment (but not the FS and +MRS 
treatments) affected female willingness to mate, regardless of  the 
males they encounter or their behavior. Light environment impacts 
on mating behavior have been observed in experiments (see Endler 
1991; Rosenthal et al. 2018) and anthropogenically impacted envi-
ronments (see Swaddle et  al. 2015). Finally, while our results sug-
gest that chromatic properties of  LWs are relatively unimportant 
in mate choice, they may be used in other contexts such as forag-
ing, learning and navigation (Hempel de Ibarra et al. 2001; Hoefler 
and Jakob 2006; Jakob et  al. 2007; VanderSal and Hebets 2007; 
Peckmezian and Taylor 2015; Taylor et  al. 2016); future work is 
needed to explicitly test these hypotheses.

Role of vibratory songs in mating success

Similar to our findings for the chromatic features of  LW visual sig-
nals, our data suggest that vibrations do not play a crucial role in 
female willingness to mate. This finding is consistent with previous 
research (Girard et  al. 2015) indicating that even though vibra-
tory signaling predicts copulation, this effect is much smaller than 
for visual signals. Males may alter their use of  vibrational signals 
in response to the substrate, vibrating more only when signals can 
be effectively transmitted (Heuschele et al. 2009; Gordon and Uetz 
2011; Gray et al. 2014; Patricelli et al. 2016; Partan 2017). This shift 
in signal use may allow an animal to compensate for reduced effi-
cacy in signal transmission in one sensory modality, for example, by 
increasing the amount of  time spent vibrating under low light condi-
tion. Similar results are reported for other types of  spiders (Gordon 
and Uetz 2011; Sullivan-Beckers and Hebets 2014), possibly driven 
by high costs inherent in vibrational signaling in spiders (Kotiaho 
et al. 1998; Ahtiainen et al. 2005; Hoefler 2008; Elias et al. 2014). In 
peacock spiders, males tend to produce more substrate-borne vibra-
tions when females are not attentive to visual displays, which results 
in females reorienting themselves toward males and thus presumably 
paying more attention to visual displays (Girard et al. 2015). Thus, 
we suggest that the interaction between vibratory and visual signals 
in our study species is not static but varies in response to the envi-
ronmental conditions in which courtship occurs.
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CONCLUSIONS
Animal courtship displays are complex and often involve multiple 
signals that employ more than one sensory modality. Presumably 
females evaluate more than one signal when making mate choice 
decisions. Recent models suggest that multiple signals evolve when 
different signals convey distinct types of  information and thus serve 
distinct functions (Ay et al. 2007; Bro-Jørgensen 2010; Wilson et al. 
2013). With regard to peacock spider signals, which employ multi-
ple sensory modalities (i.e., vibratory and visual signals), we hypoth-
esize that each modality may have unique functions and represent 
different axes of  overall variation in courtship behavior based on 
this and other studies ((Girard et al. 2011, 2015; Girard and Endler 
2014). Vibratory songs may function to draw a female’s attention 
across long distances, when the female is not oriented toward a male 
(Girard et  al. 2011; Girard et  al. 2015), or when lighting condi-
tions are less than ideal (this study). Once a female is attentive to 
a male, contrast patterns on the fan may become more important 
(this study), possibly to enhance contrast with the background envi-
ronment or potentially as a signal of  species identity (not examined). 
Finally, it is possible that motion (dancing) is assessed as a signal of  
mate quality given that males that dance at higher rates are pre-
ferred as mates (Girard et al. 2015). Thus, although dancing is also 
a visual signal, it may function quite differently from color-based sig-
nals. More generally, we suggest that the evolution of  complex sig-
nals in this and other species, is driven by the need for different types 
of  information (species identity, mate quality, and multiple messages) 
and for maximal signal transmission in less than optimal environ-
ments (use of  LWs, behavioral compensation, and redundant back-
ups) (Candolin 2003; van Doorn and Weissing 2004, 2006; Hebets 
and Papaj 2005; Bro-Jørgensen 2010; Elias et al. 2011; Wilson et al. 
2013; Herberstein et al. 2014). Complex signals thus evolve to meet 
the myriad of  challenges inherent with fluctuating, heterogeneous 
abiotic and biotic environments, signal production and effective 
transmission in these environments, and the variation in mate choice 
that this engenders. Future studies are needed to investigate this 
hypothesis directly. As many have stated, trying to understand an 
organism that is unlike ourselves is the biggest challenge to animal 
behavior research (Nagel 1974) but also one of  the most meaningful 
as we seek to understand the natural world.

SUPPLEMENTARY MATERIAL
Supplementary data are available at Behavioral Ecology online.

FUNDING
This work was supported by grants from National Geographic (9721-15 
to D.O.E.), National Science Foundation (1601100 to M.B.G.), Australian 
Research Council Future Fellowship (FT140100115 to M.M.K.), and the 
Hermon Slade Foundation (RG123060 to M.M.K.).

We would like to extend thanks to Jordann Ash and Feruth Kidane for all 
of  their help collecting and caring for spiders. We are also very apprecia-
tive of  Michael Duncan, Michael Doe, and Adam Fletcher for their assis-
tance in locating field sites. Additionally, we would like to thank Alexander 
Stubbs, Eileen Lacey, Nate Morehouse, Benji Kessler, Erin Brandt, Malcolm 
Rosenthal as well as the Rosenblum and Elias labs for helpful conversations 
and comments regarding the experiment, data, and manuscript. We would 
like to thank Tom Libby for his help with arena construction as well. Lastly, 
we are grateful for the funding support provided by National Geographic, 
the National Science Foundation, the Australian Research Council, and the 
Hermon Slade Foundation.

Data accessibility: Analyses reported in this article can be reproduced using 
the data provided by Girard et al. (2018).

Handling editor: Ulrika Candolin

REFERENCES
Ahtiainen JJ, Alatalo RV, Kortet R, Rantala MJ. 2005. A trade-off between 

sexual signalling and immune function in a natural population of  the 
drumming wolf  spider Hygrolycosa rubrofasciata. J Evol Biol. 18:985–991.

Aiken RB. 1985. Sound production by aquatic insects. Biol Rev Camb 
Philos Soc. 60:163–211.

Arenas LM, Troscianko J, Stevens M. 2014. Color contrast and stabil-
ity as key elements for effective warning signals. Frontiers Ecol Evol 2. 
doi:10.3389/fevo.2014.00025.

Ay N, Flack J, Krakauer DC. 2007. Robustness and complexity co-con-
structed in multimodal signalling networks. Philos Trans R Soc Lond B 
Biol Sci. 362:441–447.

Baldwin J, Johnsen S. 2012. The male blue crab, Callinectes sapidus, uses 
both chromatic and achromatic cues during mate choice. J Exp Biol. 
215:1184–1191.

Balkenius A, Kelber A. 2004. Colour constancy in diurnal and nocturnal 
hawkmoths. J Exp Biol. 207:3307–3316.

Barry KL, White TE, Rathnayake DN, Fabricant SA, Herberstein ME. 
2015. Sexual signals for the colour-blind: cryptic female mantids signal 
quality through brightness. Funct Ecol. 29:531–539.

Blest AD, Hardie RC, McIntyre P, Williams DS. 1981. The spectral sensi-
tivities of  identified receptors and the function of  retinal tiering in the 
principal eyes of  a jumping spider. J Comp Physiol. 145:227–239.

Blows MW, Brooks R, Kraft PG. 2003. Exploring complex fitness surfaces: 
multiple ornamentation and polymorphism in male guppies. Evolution. 
57:1622–1630.

Blumstein DT, JC D, CS E. 2010. JWatcher. http://www.jwatcher.ucla.
edu/.

Bro-Jørgensen J. 2010. Dynamics of  multiple signalling systems: animal 
communication in a world in flux. Trends Ecol Evol. 25:292–300.

Candolin U. 2003. The use of  multiple cues in mate choice. Biol Rev Camb 
Philos Soc. 78:575–595.

Carde´ R, Millar JG, editors. 2004. Advances in insect chemical ecology. 
Cambridge (UK): Cambridge University.

Cator LJ, Arthur BJ, Harrington LC, Hoy RR. 2009. Harmonic con-
vergence in the love songs of  the dengue vector mosquito. Science. 
323:1077–1079.

Caves EM, Brandley NC, Johnsen S. 2018. Visual acuity and the evolution 
of  signals. Trends Ecol Evol. 33:358–372.

Chiou TH, Kleinlogel S, Cronin T, Caldwell R, Loeffler B, Siddiqi A, 
Goldizen A, Marshall J. 2008. Circular polarization vision in a stomato-
pod crustacean. Curr Biol. 18:429–434.

Chittka L, Faruq S, Skorupski P, Werner A. 2014. Colour constancy in 
insects. J Comp Physiol A  Neuroethol Sens Neural Behav Physiol. 
200:435–448.

Clark DL, Biesiadecki B. 2002. Mating success and alternative reproduc-
tive strategies of  the dimorphic jumping spider, Maevia inclemens (Aaneae, 
Salticidae). J Arachnology. 30:511–518.

Cocroft RB, Rodriguez RL. 2005. The behavioral ecology of  insect vibra-
tional communication. Bioscience. 55:323–334.

Cole GL, Endler JA. 2015. Variable environmental effects on a multicom-
ponent sexually selected trait. Am Nat. 185:452–468.

Cronin TW, Bok MJ. 2016. Photoreception and vision in the ultraviolet. J 
Exp Biol. 219:2790–2801.

Cronin TW, Johnsen S, Marshall J, Warrant EJ. 2014. Visual ecology. 
Princeton (NJ): Princeton University Press.

DeVoe RD. 1975. Ultraviolet and green recepetors in principle eyes of  
jumping spiders. J Gen Physiol. 66:193–207.

van Doorn GS, Weissing FJ. 2004. The evolution of  female preferences for 
multiple indicators of  quality. Am Nat. 164:173–186.

van Doorn GS, Weissing FJ. 2006. Sexual conflict and the evolution of  
female preferences for indicators of  male quality. Am Nat. 168:742–757.

Elias DO, Andrade MCB, Kasumovic MM. 2011. Dynamic population 
structure and the evolution of  spider mating systems. In: Casas J, editor. 
Advances in insect physiology. Oxford: Academic Press. p. 65–114.

Elias DO, Hebets EA, Hoy RR. 2006. Female preference for complex/
novel signals in a spider. Behav Ecol. 17:765–771.

Elias DO, Hebets EA, Hoy RR, Mason AC. 2005. Seismic signals are cru-
cial for male mating success in a visual specialist jumping spider (Araneae: 
Salticidae). Anim Behav. 69:931–938.

Elias DO, Maddison WP, Peckmezian C, Girard MB, Mason AC. 2012. 
Orchestrating the score: complex multimodal courtship in the Habronattus 
coecatus group of  Habronattus jumping spiders (Araneae: Salticidae). Biol 
J Linnean Soc. 105:522–547.

Elias DO, Mason AC. 2014. The role of  wave and substrate heterogene-
ity in vibratory communication: practical issues in studying the effect of  
vibratory environments in communication. In: Cocroft RB, Gogala M, 
Hill PSM, Wessel A, editors. Studying vibrational communication. Berlin, 
Heidelberg: Springer-Verlag.

Elias DO, Mason AC, Maddison WP, Hoy RR. 2003. Seismic signals 
in a courting male jumping spider (Araneae: Salticidae). J Exp Biol. 
206:4029–4039.

Elias DO, Sivalinghem S, Mason AC, Andrade MCB, Kasumovic MM. 
2010. Vibratory communication in the jumping spider Phidippus clarus: 
substrate-borne courtship signals are important for male mating success. 
Ethology. 116:990–998.

Elias DO, Sivalinghem S, Mason AC, Andrade MCB, Kasumovic MM. 
2014. Mate-guarding courtship behaviour: tactics in a changing world. 
Anim Behav. 97:25–33.

Endler JA. 1991. Variation in the appearance of  guppy color patterns to 
guppies and their predators under different visual conditions. Vision Res. 
31:587–608.

Endler JA. 1993. The color of  light in forests and its implications. Ecol 
Monogr. 63:1–27.

Endler JA, Mielke PW. 2005. Comparing entire colour patterns as birds see 
them. Biol J Linnean Soc. 86:405–431.

Foelix RF. 1996. The biology of  spiders. 2nd ed. New York: Oxford 
University Press, Inc.

Forster L. 1982. Visual communication in jumping spiders (Salticidae). In: 
Witt PN, Rovner JS, editors. Spider communication: mechanisms and 
ecological significance. Princeton: Princeton University Press. p. 161–212.

Foster JJ, Sharkey CR, Gaworska AVA, Roberts NW, Whitney HM, 
Partridge JC. 2014. Bumblebees learn polarization patterns. Curr Biol. 
24:1415–1420.

Franklin AM, Applegate MB, Lewis SM, Omenetto FG. 2017. Stomatopods 
detect and assess achromatic cues in contests. Behav Ecol. 28:1329–1336.

Fuller RC. 2002. Lighting environment predicts the relative abundance of  
male colour morphs in bluefin killifish (Lucania goodei) populations. Proc R 
Soc Lond [Biol]. 269:1457–1465.

Garcia JE, Girard MB, Kasumovic M, Petersen P, Wilksch PA, Dyer AG. 
2015. Differentiating biological colours with few and many sensors: spec-
tral reconstruction with RGB and hyperspectral cameras. PLoS One. 
10:e0125817.

Gaskett AC, Endler JA, Phillips RD. 2017. Convergent evolution of  sex-
ual deception via chromatic and achromatic contrast rather than colour 
mimicry. Evol Ecol. 31:205–227.

Girard MB, Elias DO, Kasumovic MM. 2015. Female preference for 
multi-modal courtship: multiple signals are important for male mating 
success in peacock spiders. Proc R Soc Lond [Biol]. 282. doi:10.1098/
rspb.2015.2222

Girard MB, Endler JA. 2014. Peacock spiders. Curr Biol. 24:R588–R590.
Girard MB, Kasumovic MM, Elias DO. 2011. Multi-modal courtship in 

the peacock spider, Maratus volans (O.P.-Cambridge, 1874). PLoS One. 
6:e25390.

Girard MB, Kasumovic MM, Elias DO. 2018. Data from: the role of  red 
coloration and song in peacock spider courtship: insights into complex 
signaling systems. Dryad Digital Repository. http://dx.doi.org/10.5061/
dryad.86vt482

Giurfa M, Vorobyev M. 1998. The angular range of  achromatic target 
detection by honey bees. J Comp Physiol A-Sens Neural Behav Physiol. 
183:101–110.

Gordon SD, Uetz GW. 2011. Multimodal communication of  wolf  spiders 
on different substrates: evidence for behavioural plasticity. Anim Behav. 
81:367–375.

Gray B, Bailey NW, Poon M, Zuk M. 2014. Multimodal signal compensa-
tion: do field crickets shift sexual signal modality after the loss of  acoustic 
communication? Anim Behav. 93:243–248.

Grether GF, Kolluru GR, Nersissian K. 2004. Individual colour patches as 
multicomponent signals. Biol Rev Camb Philos Soc. 79:583–610.

Gumm JM, Mendelson TC. 2011. The evolution of  multi-component 
visual signals in darters (genus Etheostoma). Curr Zool. 57:125–139.

1242

D
ow

nloaded from
 https://academ

ic.oup.com
/beheco/article-abstract/29/6/1234/5123575 by U

niversity of C
alifornia, Berkeley user on 27 N

ovem
ber 2018

http://www.jwatcher.ucla.edu/
http://www.jwatcher.ucla.edu/


Girard et al. • Peacock spider courtship

Elias DO, Hebets EA, Hoy RR, Mason AC. 2005. Seismic signals are cru-
cial for male mating success in a visual specialist jumping spider (Araneae: 
Salticidae). Anim Behav. 69:931–938.

Elias DO, Maddison WP, Peckmezian C, Girard MB, Mason AC. 2012. 
Orchestrating the score: complex multimodal courtship in the Habronattus 
coecatus group of  Habronattus jumping spiders (Araneae: Salticidae). Biol 
J Linnean Soc. 105:522–547.

Elias DO, Mason AC. 2014. The role of  wave and substrate heterogene-
ity in vibratory communication: practical issues in studying the effect of  
vibratory environments in communication. In: Cocroft RB, Gogala M, 
Hill PSM, Wessel A, editors. Studying vibrational communication. Berlin, 
Heidelberg: Springer-Verlag.

Elias DO, Mason AC, Maddison WP, Hoy RR. 2003. Seismic signals 
in a courting male jumping spider (Araneae: Salticidae). J Exp Biol. 
206:4029–4039.

Elias DO, Sivalinghem S, Mason AC, Andrade MCB, Kasumovic MM. 
2010. Vibratory communication in the jumping spider Phidippus clarus: 
substrate-borne courtship signals are important for male mating success. 
Ethology. 116:990–998.

Elias DO, Sivalinghem S, Mason AC, Andrade MCB, Kasumovic MM. 
2014. Mate-guarding courtship behaviour: tactics in a changing world. 
Anim Behav. 97:25–33.

Endler JA. 1991. Variation in the appearance of  guppy color patterns to 
guppies and their predators under different visual conditions. Vision Res. 
31:587–608.

Endler JA. 1993. The color of  light in forests and its implications. Ecol 
Monogr. 63:1–27.

Endler JA, Mielke PW. 2005. Comparing entire colour patterns as birds see 
them. Biol J Linnean Soc. 86:405–431.

Foelix RF. 1996. The biology of  spiders. 2nd ed. New York: Oxford 
University Press, Inc.

Forster L. 1982. Visual communication in jumping spiders (Salticidae). In: 
Witt PN, Rovner JS, editors. Spider communication: mechanisms and 
ecological significance. Princeton: Princeton University Press. p. 161–212.

Foster JJ, Sharkey CR, Gaworska AVA, Roberts NW, Whitney HM, 
Partridge JC. 2014. Bumblebees learn polarization patterns. Curr Biol. 
24:1415–1420.

Franklin AM, Applegate MB, Lewis SM, Omenetto FG. 2017. Stomatopods 
detect and assess achromatic cues in contests. Behav Ecol. 28:1329–1336.

Fuller RC. 2002. Lighting environment predicts the relative abundance of  
male colour morphs in bluefin killifish (Lucania goodei) populations. Proc R 
Soc Lond [Biol]. 269:1457–1465.

Garcia JE, Girard MB, Kasumovic M, Petersen P, Wilksch PA, Dyer AG. 
2015. Differentiating biological colours with few and many sensors: spec-
tral reconstruction with RGB and hyperspectral cameras. PLoS One. 
10:e0125817.

Gaskett AC, Endler JA, Phillips RD. 2017. Convergent evolution of  sex-
ual deception via chromatic and achromatic contrast rather than colour 
mimicry. Evol Ecol. 31:205–227.

Girard MB, Elias DO, Kasumovic MM. 2015. Female preference for 
multi-modal courtship: multiple signals are important for male mating 
success in peacock spiders. Proc R Soc Lond [Biol]. 282. doi:10.1098/
rspb.2015.2222

Girard MB, Endler JA. 2014. Peacock spiders. Curr Biol. 24:R588–R590.
Girard MB, Kasumovic MM, Elias DO. 2011. Multi-modal courtship in 

the peacock spider, Maratus volans (O.P.-Cambridge, 1874). PLoS One. 
6:e25390.

Girard MB, Kasumovic MM, Elias DO. 2018. Data from: the role of  red 
coloration and song in peacock spider courtship: insights into complex 
signaling systems. Dryad Digital Repository. http://dx.doi.org/10.5061/
dryad.86vt482

Giurfa M, Vorobyev M. 1998. The angular range of  achromatic target 
detection by honey bees. J Comp Physiol A-Sens Neural Behav Physiol. 
183:101–110.

Gordon SD, Uetz GW. 2011. Multimodal communication of  wolf  spiders 
on different substrates: evidence for behavioural plasticity. Anim Behav. 
81:367–375.

Gray B, Bailey NW, Poon M, Zuk M. 2014. Multimodal signal compensa-
tion: do field crickets shift sexual signal modality after the loss of  acoustic 
communication? Anim Behav. 93:243–248.

Grether GF, Kolluru GR, Nersissian K. 2004. Individual colour patches as 
multicomponent signals. Biol Rev Camb Philos Soc. 79:583–610.

Gumm JM, Mendelson TC. 2011. The evolution of  multi-component 
visual signals in darters (genus Etheostoma). Curr Zool. 57:125–139.

Gwynne DT, Dadour IR. 1985. A new mechanism of  sound production 
by courting male jumping spiders (Araneae: Salticidae, Saitis michaelseni 
Simon). Zool Soc Lon. 207:35–42.

Hausmann F, Arnold KE, Marshall NJ, Owens IPF. 2003. Ultraviolet sig-
nals in birds are special. Proc R Soc Lond [Biol]. 270:61–67.

Hebets EA, Maddison WP. 2005. Xenophilic mating preferences among 
populations of  the jumping spider Habronattus pugillis Griswold. Behav 
Ecol. 16:981–988.

Hebets EA, Papaj DR. 2005. Complex signal function: developing a frame-
work of  testable hypotheses. Behav Ecol Sociobiol. 57:197–214.

Heidelbach J, Dambach M, Bohm H. 1991. Processing wing flick-generated 
air-vortex signals in the African cave cricket phaeophilacris-spectrum. 
Naturwissenschaften. 78:277–278.

Heindl M, Winkler H. 2003. Vertical lek placement of  forest-dwelling 
manakin species (Aves, Pipridae) is associated with vertical gradients of  
ambient light. Biol J Linnean Soc. 80:647–658.

Hempel de Ibarra N, Giurfa M, Vorobyev M. 2001. Detection of  coloured 
patterns by honeybees through chromatic and achromatic cues. J Comp 
Physiol A. 187:215–224.

Herberstein ME, Wignall AE, Hebets EA, Schneider JM. 2014. Dangerous 
mating systems: signal complexity, signal content and neural capacity in 
spiders. Neurosci Biobehav Rev. 46:509–518.

Heuschele J, Mannerla M, Gienapp P, Candolin U. 2009. Environment-
dependent use of  mate choice cues in sticklebacks. Behav Ecol. 
20:1223–1227.

Hill GE. 1990. Female house finches prefer colorful males - sexual selection 
for a condition-dependent trait. Anim Behav. 40:563–572.

Hill PSM. 2008. Vibrational communication in animals. Cambridge (MA): 
Harvard University Press.

Hill PS, Wessel A. 2016. Biotremology. Curr Biol. 26:R187–R191.
Hoefler CD. 2008. The costs of  male courtship and the potential benefits 

of  male choice for large mates in Phidippus clarus (Araneae, Salticidae). J 
Arachnol. 36:210–212.

Hoefler CD, Jakob EM. 2006. Jumping spiders in space: movement 
patterns, nest site fidelity and the use of  beacons. Anim Behav. 
71:109–116.

Hogg C, Neveu M, Stokkan KA, Folkow L, Cottrill P, Douglas R, Hunt 
DM, Jeffery G. 2011. Arctic reindeer extend their visual range into the 
ultraviolet. J Exp Biol. 214:2014–2019.

Houde AE. 1987. Mate choice based upon naturally occurring color-pat-
tern variation in a guppy population. Evolution. 41:1–10.

Hsiung BK, Justyn NM, Blackledge TA, Shawkey MD. 2017. Spiders 
have rich pigmentary and structural colour palettes. J Exp Biol. 
220:1975–1983.

Jackson RR. 1981. Relationship between reproductive security and intersex-
ual selection in a jumping spider Phidippus johnsoni (Araneae: Salticidae). 
Evolution. 35:601–604.

Jakob EM, Skow CD, Haberman MP, Plourde A. 2007. Jumping spiders 
associate food with color cues in a T-maze. J Arachnol. 35:487–492.

Kelber A, Henze MJ. 2013. Colour vision: parallel pathways intersect in 
Drosophila. Curr Biol. 23:R1043–R1045.

Kelber A, Vorobyev M, Osorio D. 2003. Animal colour vision–behavioural 
tests and physiological concepts. Biol Rev Camb Philos Soc. 78:81–118.

Kodric-Brown A, Nicoletto PF. 2001. Female choice in the guppy (Poecilia 
reticulata): the interaction between male color and display. Behav Ecol 
Sociobiol. 50:346–351.

Kokko H. 2017. Give one species the task to come up with a theory that 
spans them all: what good can come out of  that? Proc R Soc Lond [Biol]. 
284. doi:10.1098/rspb.2017.1652

Kotiaho JS, Alatalo RV, Mappes J, Nielsen MG, Parri S, Rivero A. 1998. 
Energetic costs of  size and sexual signalling in a wolf  spider. Proc R Soc 
Lond Ser B-Biol Sci. 265:2203–2209.

Ladich F. 2015. Sound communication in fishes. Vienna: Springer.
Land MF. 1969. Structure of  the retinae of  the principle eyes of  jumping 

spiders (Salticidae: Dendryphantinae) in relation to visual optics. J Exp 
Biol. 51:443–470.

Land MF. 1985. The morphology and optics of  spider eyes. In: Barth FG, 
editor. Neurobiology of  arachnids. Berlin, Heidelberg, New York, Tokyo: 
Springer-Verlag. p. 53–78.

Leduc-Robert G, Maddison WP. 2018. Phylogeny with introgression in 
Habronattus jumping spiders (Araneae: Salticidae). BMC Evol Biol. 
18:24.

Lim ML, Land MF, Li D. 2007. Sex-specific UV and fluorescence signals in 
jumping spiders. Science. 315:481.

1243

D
ow

nloaded from
 https://academ

ic.oup.com
/beheco/article-abstract/29/6/1234/5123575 by U

niversity of C
alifornia, Berkeley user on 27 N

ovem
ber 2018



Behavioral Ecology

Lind O, Kelber A. 2011. The spatial tuning of  achromatic and chromatic 
vision in budgerigars. J Vis. 11:2.

Lovell PG, Tolhurst DJ, Párraga CA, Baddeley R, Leonards U, Troscianko 
J, Troscianko T. 2005. Stability of  the color-opponent signals under 
changes of  illuminant in natural scenes. J Opt Soc Am A Opt Image Sci 
Vis. 22:2060–2071.

Maddison W, Hedin M. 2003. Phylogeny of  Habronattus jumping spiders 
(Araneae: Salticidae), with consideration of  genital and courtship evolu-
tion. Syst Entomol. 28:1–21.

Maddison WP, Stratton GE. 1988. A common method of  sound produc-
tion by courting male jumping spiders (Araneae, Salticidae). J Arachnol. 
16:267–269.

McGinley RH, Prenter J, Taylor PW. 2015. Assessment strategies and deci-
sion making in male–male contests of  Servaea incana jumping spiders. 
Anim Behav. 101:89–95.

Morehouse NI, Buschbeck EK, Zurek DB, Steck M, Porter ML. 2017. 
Molecular evolution of  spider vision: new opportunities, familiar players. 
Biol Bull. 233:21–38.

Morrongiello JR, Bond NR, Crook DA, Wong BB. 2010. Nuptial coloration 
varies with ambient light environment in a freshwater fish. J Evol Biol. 
23:2718–2725.

Nagata T, Koyanagi M, Tsukamoto H, Saeki S, Isono K, Shichida Y, 
Tokunaga F, Kinoshita M, Arikawa K, Terakita A. 2012. Depth percep-
tion from image defocus in a jumping spider. Science. 335:469–471.

Nagel T. 1974. What is it like to be a bat. Philos Rev. 83:435–450.
Neumeyer C. 1998. Comparative aspects of  color constancy. In: Walsh 

V, Kulikowski J, editors. Perceptual constancy. Cambridge: Cambridge 
University Press.

Olsson P, Lind O, Kelber A. 2018. Chromatic and achromatic vision: 
parameter choice and limitations for reliable model predictions. Behav 
Ecol. 29:273–282.

Osorio D, Vorobyev M. 2005. Photoreceptor spectral sensitivities in terres-
trial animals: adaptations for luminance and colour vision. Proc R Soc 
Lond [Biol]. 272:1745–1752.

Parmentier E, Raick X, Lecchini D, Boyle K, Van Wassenbergh S, Bertucci 
F, Kever L. 2017. Unusual sound production mechanism in the trigger-
fish Rhinecanthus aculeatus (Balistidae) (vol 220, pg 186, 2016). J Exp Biol. 
220:731.

Partan SR. 2017. Multimodal shifts in noise: switching channels to commu-
nicate through rapid environmental change. Anim Behav. 124:325–337.

Partan S, Marler P. 1999. Communication goes multimodal. Science. 
283:1272–1273.

Partan SR, Marler P. 2005. Issues in the classification of  multimodal com-
munication signals. Am Nat. 166:231–245.

Patek SN. 2001. Spiny lobsters stick and slip to make sound. Nature. 
411:153–154.

Patricelli GL, Krakauer AH, Taff CC. 2016. Variable signals in a complex 
world: shifting views of  within-individual variability in sexual display 
traits. Adv Stud Behav. 48:319.

Peckmezian T, Taylor PW. 2015. A virtual reality paradigm for the study 
of  visually mediated behaviour and cognition in spiders. Anim Behav. 
107:87–95.

Rosenthal GG. 2017. Mate choice: the evolution of  sexual decision making 
from microbes to humans. Princeton (NJ): Princeton University Press.

Rosenthal MF, Gertler M, Hamilton AD, Prasad S, Andrade MCB. 
2017. Taxonomic bias in animal behaviour publications. Anim Behav. 
127:83–89.

Rosenthal MF, Wilkins MR, Shizuka D, Hebets EA. 2018. Dynamic changes 
in display architecture and function across environments revealed by a 
systems approach to animal communication. Evolution. 72:1134–1145.

Ruxton GD, Sherratt TN, Speed M. 2004. Avoiding attack. Oxford: Oxford 
University Press.

Santer RD, Hebets EA. 2008. Agonistic signals received by an arthropod 
filiform hair allude to the prevalence of  near-field sound communication. 
Proc R Soc Lond [Biol]. 275:363–368.

Schnaitmann C, Garbers C, Wachtler T, Tanimoto H. 2013. Color discrim-
ination with broadband photoreceptors. Curr Biol. 23:2375–2382.

Shamble PS, Menda G, Golden JR, Nitzany EI, Walden K, Beatus T, Elias 
DO, Cohen I, Miles RN, Hoy RR. 2016. Airborne acoustic perception 
by a jumping spider. Curr Biol. 26:2913–2920.

Sivalinghem S, Kasumovic MM, Mason AC, Andrade MCB, Elias DO. 
2010. Vibratory communication in the jumping spider Phidippus clarus: 
polyandry, male courtship signals, and mating success. Behav Ecol. 
21:1308–1314.

Sueur J, Mackie D, Windmill JF. 2011. So small, so loud: extremely 
high sound pressure level from a pygmy aquatic insect (Corixidae, 
Micronectinae). PLoS One. 6:e21089.

Sullivan-Beckers L, Hebets EA. 2014. Tactical adjustment of  signalling 
leads to increased mating success and survival. Anim Behav. 93:111–117.

Swaddle JP, Francis CD, Barber JR, Cooper CB, Kyba CC, Dominoni DM, 
Shannon G, Aschehoug E, Goodwin SE, Kawahara AY, et  al. 2015. A 
framework to assess evolutionary responses to anthropogenic light and 
sound. Trends Ecol Evol. 30:550–560.

Taylor LA, Amin Z, Maier EB, Byrne KJ, Morehouse NI. 2016. Flexible 
color learning in an invertebrate predator: Habronattus jumping spiders 
can learn to prefer or avoid red during foraging. Behav Ecol. 27:520–529.

Taylor LA, Clark DL, McGraw KJ. 2014. Natural variation in condition-
dependent display colour does not predict male courtship success in a 
jumping spider. Anim Behav. 93:267–278.

Taylor LA, McGraw KJ. 2013. Male ornamental coloration improves court-
ship success in a jumping spider, but only in the sun. Behav Ecol. 24: 
955–967. doi:10.1093/beheco/art011

Thoen HH, How MJ, Chiou TH, Marshall J. 2014. A different form of  
color vision in mantis shrimp. Science. 343:411–413.

Uhl G, Elias DO. 2011. Communication. In: Herberstein ME, editor. 
Spider behavior: flexibility and versatility. Cambridge (UK): Cambridge 
University Press. p. 127–190.

VanderSal ND, Hebets EA. 2007. Cross-modal effects on learning: a seis-
mic stimulus improves color discrimination learning in a jumping spider. 
J Exp Biol. 210:3689–3695.

Vorobyev M, Osorio D. 1998. Receptor noise as a determinant of  colour 
thresholds. Proc R Soc Lond [Biol]. 265:351–358.

Warrant EJ, Johnsen S. 2013. Vision and the light environment. Curr Biol. 
23:R990–R994.

Wignall AE, Herberstein ME. 2013. Male courtship vibrations delay preda-
tory behaviour in female spiders. Sci Rep. 3:3557.

Wilson A, Dean M, Higham J. 2013. A game theoretic approach to multi-
modal communication. Behav Ecol Sociobiol. 67:1399–1415.

Xiao YH, Zunic-Kosi A, Zhang LW, Prentice TR, McElfresh JS, Chinta 
SP, Zou YF, Millar JG. 2015. Male adaptations to minimize sexual canni-
balism during reproduction in the funnel-web spider Hololena curta. Insect 
Sci. 22:840–852.

Xu MZ, Fincke OM. 2015. Ultraviolet wing signal affects territorial contest 
outcome in a sexually dimorphic damselfly. Anim Behav. 101:67–74.

Yamashita S, Tateda H. 1976. Spectral sensitivities of  jumping spider eyes. J 
Comp Physiol. 105:29–41.

Zurek DB, Cronin TW, Taylor LA, Byrne K, Sullivan ML, Morehouse NI. 
2015. Spectral filtering enables trichromatic vision in colorful jumping 
spiders. Curr Biol. 25:R403–R404.

Zurek DB, Nelson XJ. 2012. Hyperacute motion detection by the lateral 
eyes of  jumping spiders. Vision Res. 66:26–30.

Zurek DB, Taylor AJ, Evans CS, Nelson XJ. 2010. The role of  the anterior 
lateral eyes in the vision-based behaviour of  jumping spiders. J Exp Biol. 
213:2372–2378.

1244

D
ow

nloaded from
 https://academ

ic.oup.com
/beheco/article-abstract/29/6/1234/5123575 by U

niversity of C
alifornia, Berkeley user on 27 N

ovem
ber 2018


