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Male peacock spiders (Maratus, Salticidae) compete to attract female mates

using elaborate, sexually selected displays. They evolved both brilliant colour

and velvety black. Here, we use scanning electron microscopy, hyperspectral

imaging and finite-difference time-domain optical modelling to investigate

the deep black surfaces of peacock spiders. We found that super black regions

reflect less than 0.5% of light (for a 308 collection angle) in Maratus speciosus

(0.44%) andMaratus karrie (0.35%) owing tomicroscale structures. Both species

evolved unusually high, tightly packed cuticular bumps (microlens arrays),

and M. karrie has an additional dense covering of black brush-like scales atop

the cuticle. Our opticalmodels show that the radius andheight of spidermicro-

lenses achieve a balance between (i) decreased surface reflectance and (ii)

enhanced melanin absorption (through multiple scattering, diffraction out of

the acceptance cone of female eyes and increased path length of light through

absorbing melanin pigments). The birds of paradise (Paradiseidae), ecological

analogues of peacock spiders, also evolved super black near bright colour

patches. Super black locally eliminates white specular highlights, reference

points used to calibrate colour perception, making nearby colours appear

brighter, even luminous, tovertebrates.Wepropose that thispre-existing,quali-

tative sensory experience—‘sensory bias’—is also found in spiders, leading to

the convergent evolutionof superblack formatingdisplays in jumping spiders.

1. Background
Colour plays a number of roles in inter- or intra-specific visual signalling, includ-

ing camouflage, mimicry, warning coloration and social signalling [1]. Some of

the most elaborate colour displays have evolved because of sexual selection by

mate choice [2–5], exemplified by the peacock spiders (Maratus, Salticidae [6]),

which are subject to unusually intense sexual selection [7]. Among males, com-

petition to be preferred by females and secure mating opportunities has

produced innovative visual traits at multiple size scales [6,8–11]. Investigating

these stimulating visual displays can (i) reveal novel colour-producing mechan-

isms [10,12], (ii) inform our understanding of animals’ visual ecology and

sensory experiences [8,13], and (iii) guide the design of human-made devices

for colour production and other forms of light manipulation [12].
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The highly visual, polygynous jumping spiders (Saltici-

dae) have elaborate displays of bright colours and

behaviours [6,14]. Particularly, male jumping spiders of the

genus Maratus, known as peacock spiders, have splendidly

coloured abdomens which they erect and wave side-to-side

during mating displays to females [6,8,9]. Structural colours

in peacock spiders are produced by plate-like blue scales

(modified setae) with a dual thin film structure [10] or rain-

bow scales with two-dimensional diffraction gratings atop a

convex three-dimensional microstructure [12]. Brush-like

scales produce cream, yellow or red colours through pig-

ments in combination with structural effects [10,14]. Other

brush-like black scales contain melanins [12,15]. There is

strong mate choice by female peacock spiders for strikingly

bright and bold colour patterns; jumping spiders have

acute colour vision [16,17] and colourful male ornaments

are the direct targets of female choice [7,18,19]. Furthermore,

female peacock spiders are extremely choosy and usually

mate only once [6]. Therefore, males are under powerful

selective pressure to fulfil female preferences.

Intriguingly, males of many species of peacock spiders

have dark, velvety black patches adjacent to bright colour

patches (figure 1). This is reminiscent of the super black

plumage near bright colours in the birds of paradise (Paradi-

saeidae), which are also subject to intense sexual selection

[25] and have evolved extraordinarily elaborate mating

displays [26–30]. Many male birds of paradise evolved

deep velvet, ‘super black’ plumages near bright colour

[26,28,30,31]; super black is produced by multiple scattering

among barbule microstructures which greatly enhances the

efficiency of melanin absorption [31]. More generally, super

black is defined as structural or structurally assisted absorption

with significantly reduced specular reflectance compared

to that of a flat (unstructured) surface of the same material

[31–33]. In nature, anti-reflection (whether in combination

with pigmentary absorption or not) has evolved in moth

eyes to reduce glare [34], in transparent aquatic animals to

evade detection [35], in glasswing butterflies to avoid avian

predators [36], in velvet black spots on a viper to merge into

shadows on the forest floor [37] and more—and frequently

has inspired anti-reflective engineered materials (e.g. [38]).

Super black coloration is extremely low reflectance (e.g. less

than 0.5% directional reflectance in birds of paradise),

approaching the darkest human-made materials available

[39–41]; this raises the question of why such an intricate,

extreme trait evolved. In birds of paradise, super black may

have evolved through sensory bias [31], whereby a trait stimu-

lates pre-existing sensory/cognitive biases and preferences in

females [4,42,43]. Specifically, in a variety of vertebrates,

super black surfaces impede natural mechanisms of colour cor-

rection by removing white specular highlights that are used as

white-balancing reference points, causing nearby colours to

appear brighter—even luminescent [44–46]. Are the velvety

black patches in peacock spiders a convergent example of

structurally assisted super black for colour emphasis? If so,

this implies (i) a widespread sensory bias intrinsic to colour

vision in distantly related species, and (ii) a significant role

for sensory bias at the extremes of competitive sexual selection.

(a) (c) (d )

(b)

(e) ( f )

(g) (h)

Figure 1. Deep black patches alongside brilliant colours in peacock spiders (a–g), and a closely related shiny black spider (h). (a) Maratus speciosus, (b) Maratus

karrie, (c) Maratus nigromaculatus, (d ) Maratus robinsoni, (e) Maratus hortorum, ( f ) Maratus avibus, (g) Maratus chrysomelas and (h) Cylistella sp. Scale bars are all

1 mm; for (a–g), they are estimated based on species-typical size. Scale bars are taken from: (a,b) specimen measurements herein, (c) [20,21], (d ) [20], (e) [22],

( f ) [23], (g) [24] and (h) Facundo Martı́n Labarque. Pictures are courtesy of (a–g) Jürgen Otto and (h) Facundo Martı́n Labarque and may not be reproduced.
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Here, we characterize the spectral reflectance and surface

microstructures of the black areas in two brilliant and boldly

patterned species of peacock spiders, Maratus speciosus

(figure 1a) and Maratus karrie (figure 1b). We use hyper-

spectral analysis, scanning electron microscopy (SEM) and

finite-difference time-domain (FDTD) modelling of the inter-

action between the structures and incident electromagnetic

field. We determine that they use super black, structurally

assisted absorption in their displays, which are much less

reflective than the normal black cuticle of a closely related

normal black spider (Cylistella sp., which has no bright col-

ours), and comparable in reflectance to super black bird of

paradise plumages. Moreover, we observe a new, distinct

type of microstructure in super black spiders different than

those previously described in birds of paradise. Maratus has

brush-like scales similar to the bird of paradise feathers, but

also has novel anti-reflective microlens arrays. Based on

FDTD modelling, we propose a mechanism for the reduced

reflectance and increased light absorption. We further demon-

strate that the spiders’ microstructural features are roughly at

an optimum for the microstructures to achieve minimal reflec-

tance and maximal absorption in the melanin layer.

2. Methods

(a) Specimen details
All spider specimens were obtained from the Harvard Museum
of Comparative Zoology Invertebrate Zoology collections, and
both bird specimens are from the Yale Peabody Museum of
Natural History Ornithological Collections. Note that multiple
individual specimens are identified by a single specimen number
because they are curated in lots of approximately 3–10 individuals
from the same locality and collection date in a single jar.

(b) Scanning electron microscopy
Spiders were dried, mounted and sputter-coated with 10 nm of
Pt/Pd to prepare for SEM. SEM images were taken on an
FESEM Ultra55, and measurements were taken from these
images using IMAGEJ. The location of SEM images on the specimens
is indicated in the electronic supplementary material, figure S1.

(c) Hyperspectral imaging
To record reflectance spectra for these spiders, standard
spectroscopy could not be used owing to their small size
(approx. 2–5 mm in diameter, with even smaller velvety black
regions). Therefore, we used a form of microspectrophotometry
which captures an image where every pixel encodes a reflectance
spectrum between wavelengths 420 and 1000 nm, normalized by
a mirror standard (Thorlabs Inc.). We used a Horiba and Cyto-
viva Model XploRA hyperspectral microscope with
MICROMANAGER and ENVI software (issue 4.8). The light source
was a DC-950 Fiber-Lite (Colan-Jenner Industries). We used a
50� microscope objective (numerical aperture 0.5) and exposure
time of 1000 ms for the super black regions. The mirror standard
was too reflective for this exposure time, so we used exposure
100 ms and multiplied all values by 10 (we could perform a
linear transformation because the charged-coupled device is a
linear detector for the intensities employed). To control for back-
ground noise from our instruments, we normalized all
measurements by the lamp spectrum; to ensure there was no
background noise from ambient conditions, we turned off the
light source and took a hyperspectral measurement.

From the resulting hyperspectral images, we averaged 10
reflectance spectra from points that were in focus on the image

(limited owing to the curvature of spider bodies). To calculate
total %-reflectance, we integrated a loess (locally estimated scatter-
plot smoothing) curve fromwavelengths 420–700 and divided the
result by the integral of a perfect mirror reflectance standard with
reflectance ¼ 100% for the studied 280 nm wavelength span. We
performed this analysis with all three species of spiders and with
one species from the bird of paradise (Paradisaeidae), which were
previously characterized [31], in order to validate the procedure.

We ensured that the black patches did not reflect in the
ultraviolet range through multispectral imaging of one male
specimen of each species and a female M. speciosus (electronic
supplementary material, figure S2).

Specimens stored in ethanol may have changes in colour
owing to pigment leaching; before hyperspectral imaging, we
allowed the spiders to dry for 60 s in air (surface drying of Mar-

atus restores the original colour [20]). Further, we were
quantitatively analysing the ‘darkness’ of a region; if melanin
had been leached, our measurements of the ‘darkness’ of a
region are an underestimation, implying that the super black
effect is even more pronounced in live peacock spiders.

(d) Optical modelling
FDTD simulations were performed using the commercially avail-
able software LUMERICAL FDTD, which employs the standard Yee
cell method [47] to calculate the spatio-temporal electromagnetic
field distribution resulting from an initial pulse launched into the
simulation domain. Each real microlens (figure 2a) has a super-
ellipsoidal shape (figure 2b–d), described by the following
function (equation (2.1)), with characteristic structure size, R0,
height, h0, elongation, e0, and shape N (where N ¼ 2 corresponds
to an ellipsoid and N ¼ 1 is near-pyramidal in the x-direction)
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The structures were discretized such that at least 50 mesh
elements per half-width were used in each Cartesian direction,
with a maximum mesh element size of 30 nm. For the air
region outside of the structure, the built-in mesh of 2 was used
in the z-direction.

In calculating reflectance, three collection angles are of inter-
est: (i) 308 to match the microscope set-up, (ii) 908 to obtain the
total reflected light, and (iii) 128, an estimate of the collection
angle of female eyes approximately 0.85 mm from end-to-end
facing an approximately 2.1 mm male abdomen sitting approxi-
mately 7 mm away (figure 2e,f ). Although female peacock spider
eyes have an impressive field of view of 588 [48], only rays
reflected or emitted from the male’s abdomen that intersect her
eyes are relevant to our work.

For this work, a plane wave was normally incident
(z-direction) on an infinite array of microstructures in the (x,y)-
plane. The simulation domain was bounded in the z-direction
by perfectly matched layers (PMLs) while symmetry and anti-
symmetry boundary conditions were used in the x and y

directions, depending on which polarization was chosen for
the incident light. All presented results are averages of two simu-
lations with orthogonal polarization. Frequency domain field
monitors were placed above and below the structure to collect
the reflected and transmitted light, respectively. A hexagonal
packing was chosen in order to emulate the predominant pack-
ing observed in the SEMs of the two studied spider species.

The electromagnetic pulse spanned the wavelength range of
approximately 350–750 nm (in order to ensure an appreciable
field strength in the range of interest, 400–700 nm). PML bound-
aries and monitors were spaced a distance of at least lmax/2
apart from each other and from the structure. The simulation
was terminated with an auto shutoff level of 1024. The built-in
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grating projection function was used to decompose the fields col-
lected by the monitors into sets of planar waves travelling in
different directions, u. For the reflection, these directions are
equivalent to the diffraction angle, where angles larger than
the acceptance angle (either defined by the choice of microscopy
objective or position of the spiders during courtship) were fil-
tered out. For the transmission, the travelling angles were used
to calculate the increase in path length compared to a flat surface,
which would not refract normally incident light; the increase in
path length is thus given by D path length ¼ 1/cosu2 1. The
results are presented for wavelengths linearly sampled in steps
of 10 nm from the 400–700 nm wavelength span.

The value used in simulations for the refractive index of
spider cuticle ranges from 1.5 to 1.63, commonly inferred by
identifying a liquid of known refractive index which matches
that of the cuticle [9,49,50], thus eliminating structural colours
upon immersion. More precise measures of refractive index, for
example, Jamin-Lebedoff interference microscopy, find compar-
able values for butterfly chitin [51], a material related to spider
cuticle [48]. We assume that the imaginary component of the
refractive index is equivalent to 0, following what was assumed
for unpigmented chitin in butterfly wings in [51]. This may con-
tribute to a small overestimation of reflectance, which is
preferable to an underestimation because we are here studying
the degree to which spider cuticle can be low reflectance. Here,
following [10], we use the value of n ¼ 1.55 (except where we
study the effects of varying n in simulation), which is validated
by a close match between calculation and measurement
(electronic supplementary material, equation S1, see Results).

In peacock spiders, black colour is produced by melanin
packaged in spherical pigment granules called melanosomes
[15]. In the species studied herein, we identified melanosomes
in a dense, disorganized, clumped layer beneath the cuticle (elec-
tronic supplementary material, figure S3, ‘Mel’ in figure 4), of the
same size and location as melanosomes identified in Hsiung’s
work on related species [9,15]. For this analysis, we focus on
the microstructures but do not specifically model the melanin
absorption (see the electronic supplementary material, Methods).

3. Results
Using hyperspectral imaging, we find that the velvety black

areas reflect only 0.44% of incident light in M. speciosus,

and 0.35% in M. karrie (figures 1a,b and 3; electronic sup-

plementary material, figure S1 and table S1, collection angle

is 308), which is similar to values for human-made anti-

reflective surfaces [39–41]. These super black patches in

M. speciosus and M. karrie are darker than the normal black

cuticle in a closely related, all-black jumping spider (Saltici-

dae) Cylistella sp. (4.61% reflectance, figure 3a) and brown/

black cuticle in Maratus (electronic supplementary material,

table S1). Super black reflectance in the peacock spiders is

comparable to directional reflectance of super black plumage

in birds of paradise (figure 3a); the bird of paradise measured

herein—Drepanornis bruijnii, the pale-billed sicklebill—had

super black feathers with 0.17% reflectance adjacent to
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Figure 2. FDTD simulations confirm that spider-like microlens arrays cause path length increase and decrease specular reflectance. (a) SEM micrograph of a group of

microlenses of M. speciosus in a super black region. (b) Perspective view of single microlens in the simulation of an infinite hexagonal array. (c) xz perspective and

(d ) top views of the single microlens, including definitions of the geometrical parameters used in the simulation. (e) Schematic of grating-like behaviour (showing

orders m ¼ 0 through to 4) of the periodic microstructure, with definition of collection angle a, where only reflected angles lesser than a are collected in the

experimental reflectance measurement as well as by the female spider. ( f ) Photograph of male (top)– female (bottom) interaction, with an estimate of the collec-

tion angle, a, for female spiders, which is determined by considering male abdomen width, female eyes centre-to-centre distance, and courtship distance. The male

abdomen is approximately 2.1 mm wide. Photo courtesy of Jürgen Otto and may not be reproduced. (g) Contour maps showing the dependence of reflectance (left)

and change in path length (right) on the microlens length scales: radius, R0, and height, h0, for lens elongation e0 ¼ 3 and collection angle, a ¼ 908. ‘S’ and ‘K’

approximate the height and radius for M. speciosus and M. karrie, respectively. (h) Reflectance (left axis, blue curves) and change in path length (right axis, red

curves) for different a (left plot) and e0 (right plot) and as a function of R0 (with e0 ¼ 1, left plot) and h0 (where a ¼ 908, right plot).
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bright red and blue, while other birds of paradise from [31]

range from 0.05 to 0.31%.

Using SEM imaging, we identify two types of microstruc-

ture present in super black regions of these peacock spiders:

cuticular microlens arrays in both and black brush-like scales

with many tapering protrusions in M. karrie (figure 4). Typi-

cal salticid cuticle is smooth and relatively flat and

unstructured [48,52] (figure 4a,b; electronic supplementary

material, figure S4), but the cuticle in super black regions of

Maratus is patterned by microlens arrays with tall, tightly

packed, regularly spaced bumps, resembling loose rows of

protruding discs or cones (‘MLA’ in figure 4c– f ). The

bumps are approximately 6 mm tall in both species, but

they are more disc-like in M. speciosus and more conical in

M. karrie (electronic supplementary material, tables S2 and

S3). The microlens arrays in super black regions differ from:

(i) the irregular and low-relief cuticle in dark brown Maratus

females, (ii) the flat cuticle in non-display regions of males

(figure 4a,b), and (iii) the smooth unstructured cuticle in the

all-black, closely related Salticid spider Cylistella (electronic

supplementary material, figure S4). In some male Maratus,

beneath colourful scales, there is relatively flat cuticle pat-

terned with small bumps (electronic supplementary

material, figure S5), which ranges in colour from normal

black to weak, dark blue [10]. Super black cuticle bumps

are significantly taller than this regular bumpy cuticle by

3–4 mm (electronic supplementary material, tables S2 and

S3). In human-made materials, taller microlenses are more

anti-reflective [53]; therefore, these simple, relatively flat

blue or black cuticular bumps may become super black

when the bumps increase in height.

Both the microlens arrays and the brush-like scales

decrease specular reflectance and enhance melanin-based

absorption. The brush-like scales achieve a reflectance of

only 0.77% alone (measurement of isolated super black

brush-like scale on pale black background; electronic sup-

plementary material, table S1 and figure S5B). We

hypothesize that the brush-like scales multiply scatter light

between the spiny projections (figure 4g, no. 1); at each scatter-

ing event, a portion of the light is transmitted into the scale

where it is absorbed bymelanin pigments, while the remaining

portion of the light is reflected at the air–cuticle interface.

Rather than being reflected away from the surface of the

spider, most of these reflectedwaveswill subsequently encoun-

ter another spiny scale projection,where the process is repeated.

Thus, multiple scattering causes iterative, near-complete

absorption. Super black surface features with many spiny pro-

jections have been modelled previously [31], and for two

jumping spider genera (Phidippus and Platycryptus, Salticidae),

Hill [54] observed that the shape of dark-pigmented scales

‘minimizes surface glare, thus placing a premium on the inter-

action of incident light with pigment within the scale’ [54,

p. 200].Therefore,we focusedoursimulationson themicrolenses.

Simulations of light propagation by the surface structures

alone accurately model the experimental reflectance for (i) the

two peacock spiders (circles labelled S and K on the plots;

figure 2h) and for (ii) the normal black, unstructured cuticle

of Cylistella sp. (figure 3; we predicted approx. 4.6% reflec-

tance, consistent with electronic supplementary material,

equation S1).

Our numerical simulations confirm that the microlens

array surface features decrease specular reflectance

(figure 2; electronic supplementary material, figures S6–S8).

Cylistella sp.
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Figure 3. Spectral reflectance measurements using a 308 angle of collection.

(a) Reflectance curves for typical black spider Cylistella sp., super black cuticle in

M. speciosus, super black cuticle plus super black brush-like scales in M. karrie

and super black display feathers from bird of paradise D. bruijnii. Numbers to the

right of the graph represent total per cent reflectance compared to a mirror stan-

dard (area under the reflectance curve divided by area under a 100% reflectance

curve). (b) Reflectance curves for red scales, blue scales and super black regions

of M. speciosus. (c) Reflectance curves for red scales, blue scales and super black

regions of M. karrie. (d ) Reflectance curves for red feather tip, blue feather tip

and super black feathers of D. bruijnii. All measurements were performed with

the same hyperspectral imaging set-up, with 50� microscope objective

(numerical aperture 0.5). Artwork credit Kay Xia. (Online version in colour.)
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We describe three optical mechanisms. First, we show that

less light is reflected away from the spider’s body at the

air–cuticle interface; instead, we propose that light is multi-

ply scattered between adjacent lenses, causing iterative

absorption (figure 4g, no. 2) and a decrease in total surface

reflectance. For a flat cuticle surface, reflected light waves

scatter back from the surface of the spider causing a brighter

appearance. For the cuticular microlens array, reflected light

waves frequently encounter another microlens, where some

portion of the light is transmitted and absorbed. Through

repeated scattering at the air–cuticle interface, less light over-

all is reflected away from the spider and more light is

absorbed as it propagates through the cuticle and absorbing

layer (figure 4g, dotted white lines). In this manner, the

super black regions have less specular reflectance, and less

total reflectance, than a comparable flat surface.

Second, our simulations document that the microlens

arrays augment light absorption by increasing the path

length of light interacting with pigment (figures 2g,h and

3g, no. 3). The microlens arrays of both M. karrie and M. spe-

ciosus increase the transmitted light path length by 20%

compared to an unstructured cuticular surface (figure 2).

Such an increase in path length enhances the interaction

between the incident light and homogeneous absorbing

layer beneath the lens. This would allow the spiders to

employ a thinner absorbing layer compared to the thickness

required to achieve the same absorption with an unstructured

surface. While the melanin granules contribute to scattering

as well as absorption, our calculations based on [55] suggest

that the relative importance of scattering is low and thus,

the path length increase is indeed important for the

mechanism of super black (see the electronic supplementary

material, Methods).

Third, the microlens arrays reduce specular reflectance by

diffracting light out of the viewing cone of a female’s eyes

(figures 2e and 3g, no. 4). While the feature size (lens diam-

eter approx. 5–10 mm) is large compared to the wavelength

of light, it is still small enough to redirect light into diffraction

orders off of normal reflection, thus reducing the portion of

light that can enter the acceptance angle of an onlooker’s

eyes or objective lens (figure 2e). This is consistent with obser-

vations in measurements of human-made anti-reflective

coatings with 2 mm periodicity [53].

Finally, through simulations, we studied how variations

in parameters—size, shape, arrangement, refractive index,

etc.—could affect the super black phenomenon. Importantly,

by sweeping the dimensions of the microlens in simulation,

we find that the size and shape of the microlens arrays in

the peacock spiders are a balanced optimum between two

anti-reflective optical effects: (i) decreased surface reflectance

(through diffraction and multiple scattering) and

(ii) increased pigmentary absorption (path length increase

through the pigmentary layer). Larger microlenses are less

efficient at decreasing surface reflectance but more efficient

1
2

4

3

cuticle

absorbing layer

light propagating

in air in solid

(a) (c)

(d )(b)

(e)

( f )

(g)

Figure 4. Super black regions in peacock spiders have distinct microstructures compared to normal black regions. (a,b) SEMs of the brown region of M. speciosus,

showing the (a) surface and (b) cross-section. (c,d ) SEMs of super black region in M. speciosus, showing the (c) surface and (d ) cross-section. (e,f ) SEMs of super

black region in M. karrie, showing the (e) surface and ( f ) cross-section; BLS, brush-like scales; MLA, microlens array; PLS, blue plate-like scales; IC, irregular cuticle;

SLC, striated cuticle layers; Mel., absorbing layer of melanin pigment granules. (g) Diagram of the proposed structurally assisted absorption mechanisms by peacock

spider microstructures: 1, multiple scattering between spiny projections and iterative absorption as light propagates through cuticle and into the absorbing layer at

each scattering event (dotted white line); 2, multiple scattering between bumps and iterative absorption as light propagates through cuticle and into the absorbing

layer at each scattering event (dotted white line); 3, increased path length through melanin layers for enhanced absorption (dotted white line) compared with a flat

surface (dotted red line); and 4, diffraction of light owing to periodic microlens array, such that less light enters the visual cone of the female spider. Scale bars:

(a) 30 mm, (b) 10 mm, (c) 30 mm, (d ) 10 mm, (e) 50 mm and ( f ) 10 mm. The location of SEM images on specimen is indicated in the electronic supplementary

material, figure S1.
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at increasing transmitted light path length (figure 2g,h). A

radius of approximately 2 mm and height of two to three

times that radius (approx. 4–6 mm, plotted in figure 2h as a

function of radius), as observed in these spiders, sits at an

optimum trade-off between these two physical effects

(figure 2g,h). Radius and height are most important; variation

in refractive index from 1.5 to 1.65 (electronic supplementary

material, figure S6), shape N from ellipsoid to pyramidal

(electronic supplementary material, figure S7) and packing

system (the arrangement of microlenses from a top-down

view) whether hexagonal versus rectangular (electronic sup-

plementary material, figure S8) had comparably small effects.

To compare the effect of nanostructures versus micro-

structures, we simulated microlenses with radii ranging

from 0.01 to 10 mm. Nanostructures are more effective, i.e.

produce lower reflectance, over a wide-angle range (908),

but they do not necessarily perform better when a smaller

collection angle is employed, as evident in figure 2g,h.

4. Discussion
Peacock spiders have structurally enhanced, anti-reflective,

super black coloration. Brilliantly coloured peacock spiders

M. speciosus and M. karrie produce super black colour

owing to microlens arrays on the cuticle (and in M. karrie,

an overlaying forest of black brush-like scales) above a

dense absorbing layer of pigment.

The microlenses of super black cuticle in peacock spiders

bear a striking resemblance to anti-reflective surface orna-

mentation that enhances absorption and reduces specular

reflectance in other organisms—including flower petals

[56–59], tropical shade plant leaves [60], light-sensitive brit-

tlestar arms [61] and ommatidea in moth eyes [62]. For

example, in flowers, conical cells focus incident light and

scatter reflected or re-emitted light [63] to produce a velvety

coloured appearance and enhance light absorption by the

pigment. Applying flower-inspired structures to solar cells

(flower power) significantly increased efficiency [64,65].

Flowers and plants evolved simple structures to efficiently

harvest light (i) omnidirectionally and (ii) across the visible

spectrum (broadband anti-reflection), so they are useful inspi-

ration for broadband and omnidirectional light harvesting

[65]. In flowers, as the ratio between microlens height and

diameter increases from 0.1 to 0.4, reflection losses drop pre-

cipitously [65]. We observe the same pattern in spider

microlenses, for which ensembles of taller microlenses are

more anti-reflective (figure 2h).

Our models show that microlens arrays in spiders behave

similarly to engineered microlenses, which are widespread

for anti-reflective applications [53,66,67]. The active layer in

solar cells is analogous to the dense absorbing layer of mela-

nin beneath the cuticle in Maratus spiders (figure 4; electronic

supplementary material, figure S3, [15]). Engineers added a

microlens array to the light-facing side of a solar cell in

order to increase the light absorption efficiency compared

to the flat surface by up to 10%: the microlens array reduces

optical losses through diffraction and light focusing to

increase the path length of light in the active layer [53]. The

microlenses in peacock spiders are differently shaped than

these engineered microlenses, so it would be informative to

simulate optical losses for a solar cell with a spider-inspired

ellipsoidal microlens array.

Archetypal anti-reflective surfaces typically have nanos-

tructured features (e.g. moth eyes [34], the glasswing

butterfly [36] and black silicon for solar cells [39]), but

super black features in peacock spiders and birds of paradise

primarily have microstructures. Through our simulations, we

investigated the relative performance of microlens arrays ran-

ging in radius from 0.01 to 10 mm. Nanostructures clearly

provide a lower reflectance over a wide collection angle

(908), but they lose their advantage at smaller collection

angles (figure 2g,h). During their mating displays, spiders

and birds have control over the angle at which they are

seen by their potential mate by repositioning their body

[11,13,29,31,68]. Thus, males can restrict the collection angle

relevant to female eyes; they must be super black only over

the viewing cone of a female (estimated herein at 128; see

Methods). On the other hand, in the case of a moth eye, the

key evolutionary driving pressure is collecting as much

light as possible from all directions to see in low light con-

ditions (as well as to reduce glare in all directions to hide

from predators); this gave rise to nanostructures which

provide low angle anti-reflection in all directions.

In most organisms, melanin pigments produce normal

black colour with white, specular highlights (e.g. glossy

hair). By contrast, structural super black in peacock spi-

ders—as well as birds [31], butterflies [69], snakes [37] and

human-made materials [32]—creates a featureless black sur-

face with no highlights. Generally, super black seems

always adjacent to bright colour in peacock spiders (herein,

adjacent to red and blue: figures 1 and 3b–d ) and birds of

paradise [31]. The convergent evolution of structurally

absorbing black coloration for colourful sexual display by

both birds of paradise and now peacock spiders suggests

that broadband, featureless black surfaces play an important

sensory role in colourful displays for distantly related, but

ecologically similar, species.

We hypothesize that super black evolved in peacock spi-

ders and birds of paradise convergently through a shared

sensory bias intrinsic to colour perception. According to sen-

sory bias theory, an adaptive feature of the sensory or

cognitive system may give rise to a novel or inherently stimu-

lating perceptual experience in the context of social or sexual

signalling [70]. Here, we suggest that colour vision in spiders,

as in vertebrates, has the adaptive feature for colour correction

which gives rise to an intrinsic sensory bias stimulated by

super black near brilliant colour. Vertebrates use specular

highlights, or gleams from object surfaces, to estimate the

magnitude and spectrum of the ambient light illuminating

the visual scene, and ‘white balance’ their colour perceptions

based on this information [46]. Super black essentially elimin-

ates specular reference points. In vertebrates (specifically

humans and goldfish), anti-reflective black surfaces impede

the observer’s ability to adjust for the amount of ambient

light [44,45,71], causing colourful patches to appear self-lumi-

nous or popping above the plane of the image. This perceptual

illusion is similar to the well-studied Adelson’s checker-

shadow [72], inwhich the context around a grey square greatly

influences our perception of its brightness. Furthermore, anti-

reflective surface features have been shown to enhance the

brilliance and saturation of pigmentary colours in snapdra-

gons (Antirrhinum majus [57]) and plastic polymers [73].

Super black surrounding or adjacent to bright colour would

have the same chromatic effect. Therefore, we hypothesize

that the adaptive trait of colour correction also produces an
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intrinsic sensory/cognitive bias; males in extreme competition

for mating may be able to produce impossibly bright colours

by stimulating this intrinsic bias through super black.

In both birds and spiders, sexual selection has apparently

led to the evolution of a convergent optical, often angle-

dependent, illusion—the use of super black structurally

assisted absorption to enhance the perceived brilliance of

adjacent colours. Super black reveals a fundamental, and

broadly distributed, sensory bias.
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Ericson PGP. 2009 An unexpectedly long history of

sexual selection in birds of paradise. BMC Evol. Biol.

9, 235. (doi:10.1186/1471-2148-9-235)

26. Wilts BD, Michielsen K, De Raedt H, Stavenga DG.

2014 Sparkling feather reflections of a bird-of-

paradise explained by finite-difference

time-domain modeling. Proc. Natl Acad.

Sci. USA 111, 4363–4368. (doi:10.1073/pnas.

1323611111)

27. Stavenga DG, Leertouwer HL, Marshall NJ, Osorio D.

2011 Dramatic colour changes in a bird of paradise

caused by uniquely structured breast feather

barbules. Proc. R. Soc. B 278, 2098–2104. (doi:10.

1098/rspb.2010.2293)

28. Scholes E, Laman TG. 2018 Distinctive courtship

phenotype of the Vogelkop superb bird-of-paradise

Lophorina niedda Mayr, 1930 confirms new species

status. PeerJ 6, e4621. (doi:10.7717/peerj.4621)

royalsocietypublishing.org/journal/rspb
Proc.

R.
Soc.

B
286:

20190589

8

https://doi.org/10.5061/dryad.m9n940m
https://doi.org/10.5061/dryad.m9n940m
http://dx.doi.org/10.1126/science.aan0221
http://dx.doi.org/10.1016/0022-5193(75)90111-3
http://dx.doi.org/10.1016/0022-5193(75)90111-3
http://dx.doi.org/10.1086/285964
http://dx.doi.org/10.1038/350337a0
http://dx.doi.org/10.1016/j.cub.2014.05.026
http://dx.doi.org/10.1016/j.cub.2014.05.026
http://dx.doi.org/10.1073/pnas.072493099
http://dx.doi.org/10.1073/pnas.072493099
http://dx.doi.org/10.1242/jeb.156083
http://dx.doi.org/10.1098/rsif.2016.0437
http://dx.doi.org/10.1098/rsif.2016.0437
http://dx.doi.org/10.11646/zootaxa.4564.1.3
http://dx.doi.org/10.11646/zootaxa.4564.1.3
http://dx.doi.org/10.1038/s41467-017-02451-x
http://dx.doi.org/10.1371/journal.pone.0025390
http://dx.doi.org/10.1242/jeb.128801
http://dx.doi.org/10.1016/j.cub.2015.03.033
http://dx.doi.org/10.1016/j.cub.2015.03.033
http://dx.doi.org/10.1007/s003590000143
http://dx.doi.org/10.1093/beheco/art011
http://dx.doi.org/10.1093/beheco/arm100
http://dx.doi.org/10.1093/beheco/arm100
http://dx.doi.org/10.11646/zootaxa.4564.1.3
http://dx.doi.org/10.11646/zootaxa.4564.1.3
http://dx.doi.org/10.18195/issn.0312-3162.29(2).2014.149-158
http://dx.doi.org/10.18195/issn.0312-3162.29(2).2014.149-158
http://dx.doi.org/10.18195/issn.0312-3162.21(3).2002.227-234
http://dx.doi.org/10.18195/issn.0312-3162.21(3).2002.227-234
http://dx.doi.org/10.1186/1471-2148-9-235
http://dx.doi.org/10.1073/pnas.1323611111
http://dx.doi.org/10.1073/pnas.1323611111
http://dx.doi.org/10.1098/rspb.2010.2293
http://dx.doi.org/10.1098/rspb.2010.2293
http://dx.doi.org/10.7717/peerj.4621


29. Frith DW, Frith CW. 1988 Courtship display and

mating of the superb bird of paradise Lophorina

superba. Emu 88, 183–188. (doi:10.1071/

MU9880183)

30. Laman T, Scholes E. 2012 Birds of paradise:

revealing the world’s most extraordinary birds.

Washington, DC: National Geographic Books.

31. McCoy DE, Feo T, Harvey TA, Prum RO. 2018

Structural absorption by barbule microstructures of

super black bird of paradise feathers. Nat. Commun.

9, 1. (doi:10.1038/s41467-017-02088-w)

32. Panagiotopoulos NT, Diamanti EK, Koutsokeras LE,

Baikousi M, Kordatos E, Matikas TE, Gournis D,

Patsalas P. 2012 Nanocomposite catalysts producing

durable, super-black carbon nanotube systems:

applications in solar thermal harvesting. ACS Nano

6, 10 475–10 485. (doi:10.1021/nn304531k)

33. Zhao Q, Fan T, Ding J, Zhang D, Guo Q, Kamada M.

2011 Super black and ultrathin amorphous carbon

film inspired by anti-reflection architecture in

butterfly wing. Carbon N. Y. 49, 877–883. (doi:10.

1016/j.carbon.2010.10.048)

34. Boden SA, Bagnall DM. 2012 Moth-eye antireflective

structures. In Encyclopedia of nanotechnology (ed. B

Bhushan), pp. 1–11. Dordrecht, The Netherlands:

Springer.

35. Johnsen S. 2001 Hidden in plain sight: the ecology

and physiology of organismal transparency. Biol.

Bull. 201, 301–318. (doi:10.2307/1543609)

36. Siddique RH, Gomard G, Hölscher H. 2015 The role

of random nanostructures for the omnidirectional

anti-reflection properties of the glasswing butterfly.

Nat. Commun. 6, 6909. (doi:10.1038/ncomms7909)

37. Spinner M, Kovalev A, Gorb SN, Westhoff G. 2013

Snake velvet black: hierarchical micro- and

nanostructure enhances dark colouration in Bitis

rhinoceros. Sci. Rep. 3, 1846. (doi:10.1038/srep01846)

38. Tan G, Lee J-H, Lan Y-H, Wei M-K, Peng L-H, Cheng

I-C, Wu S-T. 2017 Broadband antireflection film

with moth-eye-like structure for flexible display

applications. Optica 4, 678–683. (doi:10.1364/

OPTICA.4.000678)

39. Liu X, Coxon PR, Peters M, Hoex B, Cole JM, Fray DJ.

2014 Black silicon: fabrication methods, properties

and solar energy applications. Energy Environ. Sci. 7,

3223–3263. (doi:10.1039/C4EE01152J)

40. NanoLab Inc. 2017 Carbon nanotubes information

sheet. NanoLab. See https://sep.yimg.com/ty/cdn/

nanolab2000/20170302-SDS-NT.pdf (accessed on 13

July 2018).

41. Surrey NanoSystems Limited. 2018 Vantablack. See

https://www.surreynanosystems.com/vantablack

(accessed on 13 July 2018).

42. Guilford T, Dawkins MS. 1991 Receiver psychology

and the evolution of animal signals. Anim. Behav.

42, 1–14. (doi:10.1016/S0003-3472(05)80600-1)

43. Ryan MJ. 1990 Sexual selection, sensory systems

and sensory exploitation. Oxford Surv. Evol. Biol. 7,

157–195.

44. Kreezer G. 1930 Luminous appearances. J. Gen.

Psychol. 4, 247–281. (doi:10.1080/00221309.1930.

9918313)

45. Speigle JM, Brainard DH. 1996 Luminosity

thresholds: effects of test chromaticity and ambient

illumination. J. Opt. Soc. Am. A 13, 436–451.

(doi:10.1364/JOSAA.13.000436)

46. Brainard DH, Wandell BA, Chichilnisky E-J. 1993

Color constancy: from physics to appearance. Curr.

Dir. Psychol. Sci. 2, 165–170. (doi:10.1111/1467-

8721.ep10769003)

47. Taflove A, Hagness SC. 2005 Computational

electromagnetics: the finite-difference time-domain

method. Norwood, UK: Artech House.

48. Foelix RF. 1983 Biology of spiders. Insect Syst. Evol.

14, 16. (doi:10.1163/187631283X00371)

49. Hsiung BK, Deheyn DiD, Shawkey MD, Blackledge TA.

2015 Blue reflectance in tarantulas is evolutionarily

conserved despite nanostructural diversity. Sci. Adv. 1,

e1500709. (doi:10.1126/sciadv.1500709)

50. Parker AR, Hegedus Z. 2003 Diffractive optics in

spiders. J. Opt. A: Pure Appl. Opt. 5, S111–S116.

(doi:10.1088/1464-4258/5/4/364)

51. Leertouwer HL, Wilts BD, Stavenga DG. 2011

Refractive index and dispersion of butterfly chitin

and bird keratin measured by polarizing

interference microscopy. Opt. Express 19,

24 061–24 066. (doi:10.1364/OE.19.024061)

52. Gorb SN. (ed.) 2009 Functional surfaces in biology:

little structures with big effects, vol 1. Dordrecht,

The Netherlands: Springer.

53. Chen Y et al. 2015 Reducing optical losses in

organic solar cells using microlens arrays: theoretical

and experimental investigation of microlens

dimensions. Phys. Chem. Chem. Phys. 17,

3723–3730. (doi:10.1039/c4cp05221h)

54. Hill DE. 1979 The scales of salticid spiders.

Zool. J. Linn. Soc. 65, 193–218. (doi:10.1111/j.

1096-3642.1979.tb01091.x)

55. Xiao M, Li Y, Allen MC, Deheyn DD, Yue X, Zhao J,

Gianneschi NC, Shawkey MD, Dhinojwala A. 2015

Bio-inspired structural colors produced via self-

assembly of synthetic melanin nanoparticles. ACS

Nano 9, 5454–5460. (doi:10.1021/acsnano.

5b01298)

56. Gkikas D, Argiropoulos A, Rhizopoulou S. 2015

Epidermal focusing of light and modelling of

reflectance in floral-petals with conically shaped

epidermal cells. Flora Morphol. Distrib. Funct. Ecol.

Plants 212, 38–45. (doi:10.1016/j.flora.2015.

02.005)

57. Gorton HL, Vogelmann TC. 1996 Effects of

epidermal cell shape and pigmentation on optical

properties of Antirrhinum petals at visible and

ultraviolet wavelengths. Plant Physiol. 112,

879–888. (doi:10.1104/pp.112.3.879)

58. Wilts BD, Rudall PJ, Moyroud E, Gregory T, Ogawa Y,

Vignolini S, Steiner U, Glover BJ. 2018 Ultrastructure

and optics of the prism-like petal epidermal cells of

Eschscholzia californica (California poppy). New

Phytol. 219, 1124–1133. (doi:10.1111/nph.15229)

59. Bailes EJ, Glover BJ. 2018 Intraspecific variation in

the petal epidermal cell morphology of Vicia faba

L. (Fabaceae). Flora 244, 29–36. (doi:10.1016/j.

flora.2018.06.005)

60. Bone RA, Lee DW, Norman JM. 1985 Epidermal cells

functioning as lenses in leaves of tropical rain-forest

shade plants. Appl. Opt. 24, 1408–1412. (doi:10.

1364/AO.24.001408)

61. Aizenberg J, Tkachenko A, Weiner S, Addadi L,

Hendler G. 2001 Calcitic microlenses as part of the

photoreceptor system in brittlestars. Nature 412,

819–822. (doi:10.1038/35090573)

62. Land MF. 1997 Microlens arrays in the animal

kingdom. Pure Appl. Opt. J. Eur. Opt. Soc. Part A 6,

599–602. (doi:10.1088/0963-9659/6/6/002)

63. Kay QON, Daoud HS, Stirton CH. 1981 Pigment

distribution, light reflection and cell structure in

petals. Bot. J. Linn. Soc. 83, 57–83. (doi:10.1111/j.

1095-8339.1981.tb00129.x)

64. Schmager R, Fritz B, Hünig R, Ding K, Lemmer U,

Richards BS, Gomard G, Paetzold UW. 2017 Texture

of the viola flower for light harvesting in

photovoltaics. ACS Photonics 4, 2687–2692. (doi:10.

1021/acsphotonics.7b01153)

65. Hünig R et al. 2016 Flower power: exploiting plants’

epidermal structures for enhanced light harvesting

in thin-film solar cells. Adv. Opt. Mater. 4,

1487–1493. (doi:10.1002/adom.201600046)

66. Chen Y, Elshobaki M, Ye Z, Park J-MM, Noack MA,

Ho K-MM, Chaudhary S. 2013 Microlens array

induced light absorption enhancement in polymer

solar cells. Phys. Chem. Chem. Phys. 15,

4297–4302. (doi:10.1039/c3cp50297j)

67. Peer A, Biswas R, Park J-M, Shinar R, Shinar J. 2017

Light management in perovskite solar cells and

organic LEDs with microlens arrays. Opt. Express 25,

10 704–10 709. (doi:10.1364/OE.25.010704)

68. Echeverri SA, Morehouse NI, Zurek DB. 2017

Control of signaling alignment during the

dynamic courtship display of a jumping spider.

Behav. Ecol. 28, 1445– 1453. (doi:10.1093/

beheco/arx107)

69. Vukusic P, Sambles JR, Lawrence CR. 2004

Structurally assisted blackness in butterfly scales.

Proc. R. Soc. Lond. B 271, S237–S239.

70. Ryan MJ, Cummings ME. 2013 Perceptual biases and

mate choice. Annu. Rev. Ecol. Evol. Syst. 44, 437–459.

(doi:10.1146/annurev-ecolsys-110512-135901)

71. Neumeyer C, Dorr S, Fritsch J, Kardelky C. 2002

Colour constancy in goldfish and man: influence of

surround size and lightness. Perception 31,

171–188. (doi:10.1068/p05sp)

72. Adelson EH. 2000 Lightness perception and

lightness illusions. In The new cognitive

neurosciences, 2nd edn (ed. M Gazzaniga),

pp. 339–351. Cambridge, MA: MIT Press.

73. Clausen JS, Christiansen AB, Kristensen A,

Mortensen NA. 2013 Enhancing the chroma of

pigmented polymers using antireflective surface

structures. Appl. Opt. 52, 7832–7837. (doi:10.1364/

AO.52.007832)

74. McCoy DE, McCoy VE, Mandsberg NK, Shneidman

AV, Aizenberg J, Prum RO, Haig D. 2019 Data from:

Structurally assisted super black in colourful peacock

spiders. Dryad Digital Repository. (https://doi.org/

10.5061/dryad.m9n940m)

royalsocietypublishing.org/journal/rspb
Proc.

R.
Soc.

B
286:

20190589

9

http://dx.doi.org/10.1071/MU9880183
http://dx.doi.org/10.1071/MU9880183
http://dx.doi.org/10.1038/s41467-017-02088-w
http://dx.doi.org/10.1021/nn304531k
http://dx.doi.org/10.1016/j.carbon.2010.10.048
http://dx.doi.org/10.1016/j.carbon.2010.10.048
http://dx.doi.org/10.2307/1543609
http://dx.doi.org/10.1038/ncomms7909
http://dx.doi.org/10.1038/srep01846
http://dx.doi.org/10.1364/OPTICA.4.000678
http://dx.doi.org/10.1364/OPTICA.4.000678
http://dx.doi.org/10.1039/C4EE01152J
https://sep.yimg.com/ty/cdn/nanolab2000/20170302-SDS-NT.pdf
https://sep.yimg.com/ty/cdn/nanolab2000/20170302-SDS-NT.pdf
https://sep.yimg.com/ty/cdn/nanolab2000/20170302-SDS-NT.pdf
https://www.surreynanosystems.com/vantablack
https://www.surreynanosystems.com/vantablack
http://dx.doi.org/10.1016/S0003-3472(05)80600-1
http://dx.doi.org/10.1080/00221309.1930.9918313
http://dx.doi.org/10.1080/00221309.1930.9918313
http://dx.doi.org/10.1364/JOSAA.13.000436
http://dx.doi.org/10.1111/1467-8721.ep10769003
http://dx.doi.org/10.1111/1467-8721.ep10769003
http://dx.doi.org/10.1163/187631283X00371
http://dx.doi.org/10.1126/sciadv.1500709
http://dx.doi.org/10.1088/1464-4258/5/4/364
http://dx.doi.org/10.1364/OE.19.024061
http://dx.doi.org/10.1039/c4cp05221h
http://dx.doi.org/10.1111/j.1096-3642.1979.tb01091.x
http://dx.doi.org/10.1111/j.1096-3642.1979.tb01091.x
http://dx.doi.org/10.1021/acsnano.5b01298
http://dx.doi.org/10.1021/acsnano.5b01298
http://dx.doi.org/10.1016/j.flora.2015.02.005
http://dx.doi.org/10.1016/j.flora.2015.02.005
http://dx.doi.org/10.1104/pp.112.3.879
http://dx.doi.org/10.1111/nph.15229
http://dx.doi.org/10.1016/j.flora.2018.06.005
http://dx.doi.org/10.1016/j.flora.2018.06.005
http://dx.doi.org/10.1364/AO.24.001408
http://dx.doi.org/10.1364/AO.24.001408
http://dx.doi.org/10.1038/35090573
http://dx.doi.org/10.1088/0963-9659/6/6/002
http://dx.doi.org/10.1111/j.1095-8339.1981.tb00129.x
http://dx.doi.org/10.1111/j.1095-8339.1981.tb00129.x
http://dx.doi.org/10.1021/acsphotonics.7b01153
http://dx.doi.org/10.1021/acsphotonics.7b01153
http://dx.doi.org/10.1002/adom.201600046
http://dx.doi.org/10.1039/c3cp50297j
http://dx.doi.org/10.1364/OE.25.010704
http://dx.doi.org/10.1093/beheco/arx107
http://dx.doi.org/10.1093/beheco/arx107
http://dx.doi.org/10.1146/annurev-ecolsys-110512-135901
http://dx.doi.org/10.1068/p05sp
http://dx.doi.org/10.1364/AO.52.007832
http://dx.doi.org/10.1364/AO.52.007832
https://doi.org/10.5061/dryad.m9n940m
https://doi.org/10.5061/dryad.m9n940m

	Structurally assisted super black in colourful peacock spiders
	Background
	Methods
	Specimen details
	Scanning electron microscopy
	Hyperspectral imaging
	Optical modelling

	Results
	Discussion
	Data accessibility
	Authors’ contributions
	Competing interests
	Funding
	Acknowledgements
	References


