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Blood oxygenation level is associated with cardiovascular fitness, and raising oxygenated blood colouration in human faces
increases perceived health. The current study used a two-alternative forced choice (2AFC) psychophysics design to quantify
the oxygenated blood colour (redness) change threshold required to affect perception of facial colour, health and
attractiveness. Detection thresholds for colour judgments were lower than those for health and attractiveness, which did
not differ. The results suggest redness preferences do not reflect a sensory bias, rather preferences may be based on
accurate indications of health status. Furthermore, results suggest perceived health and attractiveness may be perceptually
equivalent when they are assessed based on facial redness. Appearance-based motivation for lifestyle change can be
effective; thus future studies could assess the degree to which cardiovascular fitness increases face redness and could
quantify changes in aerobic exercise needed to increase facial attractiveness.
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Introduction

Red colouration of the skin affects group interactions in several
primate species. Redness levels in the faces of male mandrills
correlate with position in the dominance hierarchy, with intensely
coloured males gaining higher positions [1,2]. Male macaques
experience a rise in testosterone during mating season [3] which
increases redness of the face [4], making the faces more preferable
to females [5]. Red skin colouration is also present in some female
primates, and acts as a signal of fertility. The hindquarter region of
female macaques shows increased red colouration during periods
of high fertility, and males selectively attend to this signal [6]. The
intensity of facial redness fluctuates in female mandrills, with faces
being brightest red while fertile [7]. Female rhesus macaques also
selectively attend to red faces and hindquarters of other females,
suggesting red colouration may be salient to intrasexual interaction
[8]. Male chacma baboons show increased sexual arousal when
presented with red female perineum, the only colour to elicit such
a response [9]. It has been suggested that red signals in primates
are of such importance that they may have driven the evolution of
the primate red-green colour system [10].

Red colouration seems to affect human interactions. Hill and
Barton [11] studied Olympic competitions in physical combat and
found that, when controlled for skill level, athletes wearing red
were more likely to win than those wearing blue, even though
colours are arbitrarily assigned. In virtual simulations, football
goalkeepers are less confident in stopping penalty kicks from
players wearing red [12]. Tae kwon do referees are more likely to
award points to combatants wearing red, even if their performance
1s identical to an opponent wearing blue [13]. Facial flushing when
angry increases redness in both men and women [14,15], and red
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faces are more likely to be perceived as angry and dominant than
fearful [16]. Indeed, even in simplistic shapes such as circles, red is
perceived as more aggressive, dominant, and more likely to win in
physical competitions over blue [17].

Despite its association with aggression and dominance, red has a
well-documented association with human sexuality. Red is
assoclated with love and romance across several cultures and age
groups [18,19]. Anthropologists suggest that red ochre was used as
body and face paint on women in ancient civilisations, possibly to
symbolise sexual fertility [20]. Similar to females of other primate
species, displays of red (such as red clothing) make women appear
more attractive to men [21]. Likewise, displays of red on men
increase women’s perception of men’s status and overall
attractiveness [22]. Women have been using red ornamentation
on their lips to heighten their attractiveness since 10,000 B.C. [23].
Human sexual excitation is often accompanied by red flushing of
the skin that spreads from the chest to the neck and face [24].
These findings suggest that, as in other primate species, red
colouration is associated with human sexual attraction.

In humans, high levels of oxygenated blood causes bright red
colouration of the skin [25]. High blood oxygenation is indicative
of cardiovascular fitness and can be increased with aerobic
exercise [26]. In women, higher estrogen levels are associated with
increased vascularisation [27] and increased vasodilation [28], two
responses that increase arterialisation of blood in the skin [29].
Conversely, low blood perfusion to the skin causes visible skin
pallor and is associated with diseases like anaemia [30]. High levels
of deoxygenated blood cause a bluish tint in the skin, which may
indicate coronary or respiratory illness [31].

Stephen, Coetzee, Law-Smith and Perrett [32] tested whether
manipulations of facial redness (simulating changes in levels of
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oxygenated blood) affected perception of health. They found that
increasing skin colouration associated with raised blood oxygen-
ation increased perceived healthiness in 98% of young adult
Caucasian faces tested. When able to simultaneously manipulate
skin colour along oxygenated and deoxygenated blood colour axes,
participants chose to increase oxygenated blood colour and
decrease deoxygenated blood colour. Furthermore, the amount
of oxygenated blood colour added to faces negatively correlated
with initial colour of the face; thus the lower the face redness was
to start with, the more oxygenated blood colour that was added to
optimise the appearance of health.

While increasing oxygenated blood colouration (henceforth
referred to as redness) produces healthier-looking faces, the
change in colour needed for this effect to be perceptible is
unknown. It is possible that human preferences for redness may
reflect a sensory bias, in which case any perceptible change in red
colour could affect perceived health or attractiveness. Colour
preferences in mate choice have evolved from non-sexually based
sensory biases in several species [33,34]. For example, food
colour preference may have led to mating colour preferences in
gupples [35] and bowerbirds [36]. Sexual preferences for red
colouration may have been shaped by red food preferences in
three- and nine-spined sticklebacks, and do not reflect a learned
colour preference [37]. Humans may have a similar bias towards
red. Indeed, human preferences for the colour red are found in
infants at 4-5 months of age [38], and British and Chinese
women show preferences for reddish contrasts on white
backgrounds [39]. If human preferences for facial redness
stemmed from a pre-existing (unlearned) sensory bias towards
red, any perceptible change in redness could alter perceived facial
attractiveness (assuming all other facial features are held
constant). Conversely, redness preferences may reflect mate
choice decisions based on indications of underlying physiological
fitness or reproductive hormonal state. If this was true, and
assuming all other face features were held constant, the colour
change needed to alter perceived health and attractiveness may
exceed the threshold for simple colour discrimination. A reliable
change in fitness or hormonal status may only be indicated by a
substantial change in skin blood perfusion or oxygenation.
Determining psychophysical thresholds for redness discrimination
and health and attractiveness judgments may help determine the
basis of preferences for facial redness.

Facial attractiveness is thought to signal underlying health
[40,41], and several features of face attractiveness (such as
symmetry, averageness, and dimorphism) have little effect on
attractiveness when perceived health is statistically controlled
[42,43]. However, what is perceived as optimally healthy and what
1s perceived as optimally attractive do not always align in human
face stimuli [44]. It is therefore possible that minor fluctuations in
facial redness may be enough to alter perceived attractiveness,
whereas perception of health can only be altered by much more
prominent redness differences (or vice versa). Determining
psychophysical thresholds for facial redness in health and
attractiveness judgments will reveal the perceptual association
between health and attractiveness when assessed based on facial
redness.

Facial redness is a result of blood oxygenation and skin
perfusion [25], which can be augmented through aerobic training
[26]. Determining the redness change thresholds for perceived
facial health and attractiveness may allow researchers to quantify
the weekly amount of aerobic exercise required to become
healthier-looking and more attractive. Previous research finds that
demonstrating the improvement in appearance resulting from a
healthier lifestyle can motivate healthier living [45]. Quantifying
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the exercise enhancement needed to become more healthy-looking
and attractive may lead to more ambitious and goal-driven
exercise regimens.

In the current study, we manipulated facial redness to simulate
changes in blood oxygenation level. We then determined redness
change thresholds needed to alter three perceptual parameters:
facial redness, health, and attractiveness. The results of this study
could help determine the nature of redness preferences, and could
be used to quantify the increases in aerobic exercise needed to
augment perceived facial health and attractiveness.

Methods

The study was performed under the approval of the University
of St Andrews ethics committee. All participants gave written
informed consent prior to participating.

Skin pigmentation determination

We used the methods of Stephen et al. [32] to create accurate
oxygenated blood colouration. Spectrophotometer measurements
(specular component excluded, illuminant d65, 10° observer angle)
were taken of the first dorsal interosseous region of the left hand, in
CIE L*a*b* space, after 2 minutes of the hand resting on a desk.
We then took further measurements after 5 minutes of the hand
resting in hot (45-50°C) water, which causes a high degree of
hyperaemia and increases blood arterialisation. Skin colour
changes associated with oxygenated blood levels are similar
between the hand and face [32].

Photography

Photography conditions were identical to those in Stephen et al.
[32]. Two men and 2 women (mean age =20, range =19-21)
were photographed with neutral expressions, without make-up in a
light-controlled photo booth. Participants were asked to remove
spectacles and visible jewellery, and maintain a neutral expression.
Photographs were taken using a Fujifilm FinePix S5Pro digital
SLR camera with a fixed-length 60 mm lens in a booth painted on
all surfaces with Munsell N5 grey. Illumination was exclusively
provided by three Verivide 6504K daylight simulation bulbs.
Participants held a Munsell N5 painted board over their shoulders
to obscure reflections from clothing. A GretagMacbeth Mini
ColourChecker chart was included in each image in order to
colour-calibrate images. Images were colour-corrected by trans-
forming observed RGB values of each of the 24 colour-checker
patches towards spectrophotometer-determined CIE L*a*b*
values of these same patches using a least-squares transform from
an 1l-expression polynomial expansion [46]. This resulted in a
mean colour-error (AE) of 1.97 where AE is a standard means of
presenting colour-error in the CIE L*a*b* colour space and here
represents the Euclidean distance between calibrated image and
reference colour patches.

Image manipulation

Two face colour masks were created in Matlab, one
simulating the high blood oxygen pigmentation, and one
simulating the low blood oxygen pigmentation. The AE between
the two masks was 2.4. A colour continuum of 64 images
ranging from the low to the high oxygen pigmentation colour
was created by applying *100% of the colour difference
between the two masks to all skin portions of four unmanipu-
lated face images (2 men, 2 women; see Figure 1 for an example
of the type of stimuli used). This created a continuum of faces
where the extreme ends had a AE of 4.8. The hair, eyes, and
background of the images remained unmanipulated. All face
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Figure 1. Examples of the type of face stimuli used. The top row
shows the lowest oxygenated blood colour of the stimuli tested, while
the bottom row shows the highest. The colour difference between the
top and bottom rows is 4.8 (AE). These images were averaged from
several faces and were not used in the actual experiment, but
accurately represent how faces were presented and show the colour
difference at the extreme ends of the colour continuums.
doi:10.1371/journal.pone.0017859.g001

images were presented at the same size on a colour-calibrated
CRT screen. Participants sat approximately 50 cm away from
the screen in a darkened booth.

Participants and procedure

Twenty-six undergraduate students (mean age: 18.9, SD: 0.95,
range: 18-22; 7 males, 19 females) participated in the study for
course credit. All participants reported having normal colour
vision. All 26 participants were included in the analysis for redness
discrimination; only 24 participants were included in the analysis
of the health and attractiveness tasks due to experimenter error
(one participant missed both tasks; two other participants missed
one task each).

Participants completed a 2-alternative forced-choice (2AFC)
task that was divided into three blocks: redness, health, and
attractiveness discrimination. The task ran as follows: a face was
displayed for 750 ms, followed by a brief (100 ms) visual mask of
random black dots (covering approximately half of the visual area,
cach dot was a few pixels) on a white background, followed by the
same face with a different degree of redness displayed for 750 ms.
Participants were then asked which face (the first or second) looked
more red (redness discrimination), healthy-looking (health dis-
crimination), or attractive (attractiveness discrimination). The
order of presentation of the three blocks were randomised, and
there were no biases toward any specific presentation order by
chance.

@ PLoS ONE | www.plosone.org

Perceptual Thresholds for Facial Redness

Previous work has demonstrated that oxygenated blood
colour makes faces appear healthier [32], and facial attractive-
ness 1s often based on cues of health [42]. We therefore assumed
that higher facial redness would be perceived as more healthy
and attractive in this experiment. Within each block, redness
change thresholds were determined for each of the four faces
using a staircase method design. Each block started with trials
displaying faces at the extreme ends of their colour continuum
(AE = 4.8). If participants chose the face with higher redness, the
next trial using that face would have half the colour difference of
the previous trial (e.g. — if the redder face was selected in the
first trial, the second trial using that face would display a AE of
2.4). The mean colour of the two faces in each trial remained
constant throughout the staircase. If the participant chose the
face with lower redness in the first trial, the trial would be
repeated; if they chose the face with lower redness four
consecutive times, the colour threshold would be recorded as
4.8 (the colour difference at the extreme ends of the continuum).
If the participant chose the face with higher redness in the trial
on the staircase with the smallest colour difference (if they got
that far), the trial was repeated. If they chose the face with
higher redness four consecutive times, the colour threshold
would be recorded as 0.075 (the colour difference between each
interval in the continuum). The four faces were interleaved
within each block so consecutive trials would rarely display the
same face. This was done to avoid visual adaptation to a
particular face, which could affect redness change thresholds.
The program established redness change thresholds for each of
the four faces separately; that is, trials displaying one face would
not affect the ‘staircase’ status of the other faces. If participants
chose the face with lower redness, this would constitute a
staircase ‘reversal’, and the next trial with that face would have
double the colour difference of the previous trial. Threshold
values were defined as the average colour difference of three
staircase reversals. Staircase reversals were only counted after
the participant chose the face with the higher redness in the first
trial.

Results

Thresholds were analysed for the four faces for each judgment
type. A repeated-measures ANOVA found no significant differ-
ences between faces in tasks for redness discrimination (/3,
75)=2.23, p=0.09, n>=0.08), health (F3, 69)=0.62, p=0.61,
N’=0.03) or attractiveness (F3, 69)=0.62, p=0.60, n*=0.03).
We therefore collapsed thresholds across faces to calculate average
thresholds in each of the three judgment types.

The average AE threshold was 0.67 (SEM: 0.09) for redness
discrimination, 1.44 (SEM: 0.16) for health discrimination, and
1.38 (SEM: 0.17) for attractiveness discrimination (Figure 2). There
was no effect of participant sex on thresholds in the redness
(F(1,24)=1.30, p=0.27, n?=0.05), health (F(1,22)=0.08,
p=0.78, n2<0.01), or attractiveness (F(1,22)=0.37, p=0.55,
n%=0.02) discrimination thresholds. There were no significant
interactions between face sex and participant sex in the redness
(F(1,24)=0.37, p=0.54, n?=0.02), health (F(1,22)=0.62,
p=0.44, T]2 =0.03), or attractiveness (F(1, 22)=0.40, p=0.53,
n?=0.02) discrimination thresholds.

Paired-samples t-tests revealed that thresholds for redness
discrimination were significantly lower than those for health
((23)=—3.97, p<0.01, Cohen’s d=—0.84) and attractiveness
(123)= —3.64, p<<0.01, Cohen’s d = —0.78). Thresholds for health
and attractiveness were not significantly different (422)=3.92,
p=0.70, Cohen’s d=0.08).
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Figure 2. Discrimination thresholds and standard error in
terms of AE values for redness, health, and attractiveness
discrimination.

doi:10.1371/journal.pone.0017859.g002

Discussion

Though face colour is just one of several cues to health and
attractiveness, the current experiment saw manipulations only in
facial redness. Thus, any differences in perceived health and
attractiveness in this study came from changes in facial redness. If
human redness preferences resulted from a sensory bias, a
detectable difference in redness between two otherwise-identical
faces should alter their perceived attractiveness. The results of this
study show that a small but detectable change in redness does not
necessarily alter perceived facial health and attractiveness when
using the same testing procedures. Our results are consistent with
an attraction to redness that reflects innate or learned preferences
for reliable colour cues to health and mate choice, for example
blood oxygenation levels [25] associated with cardiovascular
fitness [26]. Skin redness increases with oestrogen levels in women
[27], which are raised during periods of high fertility [47]. Redness
in women may therefore not only indicate cardiovascular fitness,
but may also be a subtle cue to fertility, as is found in females of
other primate species [6,7]. Redness change thresholds for the
health and attractiveness tasks were not significantly different.
One possible interpretation of this finding is that health and
attractiveness are perceptually equivalent when they are assessed
based on facial redness. Skin redness is indicative of blood
oxygenation [25], and thus cardiovascular fitness [26]. It is
conceivable that facial redness preferences may have evolved to
exploit this cue to health. Differences can arise between perceived
optimal health and attractiveness in some facial parameters, such
as facial adiposity [44] but similar redness change thresholds for
perceived health and attractiveness suggest that the two
attributions are closely linked for colour. Facial redness may be
another parameter where attractiveness is linked to underlying
health [41-43].

The redness discrimination task required a smaller redness
change than did the health or attractiveness tasks. It is possible that
these threshold differences can be attributed to differences in the
degree of neural processing. The redness discrimination task
requires a straightforward decision on colour intensity [48—49].
Judgments on health and attractiveness are more complex and likely
to require involvement from reward centres of the brain before
judgments can be made [50-54]. It is possible that the threshold
differences found in the current study are due to an extra step in
processing the health and attractiveness judgments. Other psycho-
physical studies on social attributions, however, have found that
stimulus change thresholds for social attributions are not always
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higher than those for simple discrimination. For example,
thresholds for voice pitch discrimination and attribution of vocal
masculinity (a trait associated with pitch) are not significantly
different (Re, unpublished data). It is therefore conceivable that
threshold differences between stimuli discrimination tasks and social
attribution tasks depend on how closely linked the social attribution
is to the sensory cue. For example, threshold differences between
redness discrimination and health and attractiveness judgments are
likely to be smaller than the threshold differences for a cue less well
associated with health and attractiveness.

The current experiment used two men’s and two women’s faces
to establish thresholds for facial redness in assessing health and
attractiveness. Whereas thresholds did not differ between these
four faces, we cannot be sure that thresholds would not differ for
faces that are initially very low or high in perceived health and
attractiveness. For example, a face that is already very healthy-
looking and attractive may need a greater change in redness to
increase perceived health and attractiveness. Increasing redness
raised perceived health and attractiveness for each of the four faces
used here (otherwise the staircase procedure used would not work),
and this indicates there were no ceiling effects for perceived health
and attractiveness for these four faces. Further research could
determine whether or not thresholds depend on initial perceived
health and attractiveness.

It is important to note that facial redness is not only associated
with blood oxygenation [25] and oestrogen levels [27] but also
with emotions such as anger and embarrassment [14,15].
Fluctuations in skin redness in response to such emotions are
transient, however, and pass relatively quickly [14]. Long-term
preferences for facial redness are unlikely to reflect such short-term
fluctuations, and more likely stem from stable long-term cues to
physiology (though short-term increases in skin redness brought on
by sexual excitement may also be a cause of attraction).

It should be noted that the current experiment presented trial
images sequentially, for a short (750 ms) period of time, with a
visual mask (100 ms) presented in between. This was done to avoid
visual adaptation to faces, and is obviously not how faces are
naturally viewed. Different methods of image presentation, such as
presenting faces for longer or without the intervening mask, may
yield lower thresholds. Nonetheless, the divergence of thresholds
for redness detection and judgments of health and attractiveness is
evident with our methods.

Skin redness, associated with oxygenated blood levels, is
enhanced with aerobic training [26]. The results of this study
quantify the colour change needed to increase perceived
attractiveness. Future research could quantify how changes in
aerobic exercise (i.e., number of hours exercising per week) affect
skin redness. Such research could then describe the changes in
exercise regimen needed to produce a noticeable change in facial
health and attractiveness. The ability to quantify how much of an
improvement in cardiovascular fitness is needed to increase facial
attractiveness could lead to more goal-directed exercise regimens
and may add incentive to practise healthier lifestyles.

Acknowledgments

Special thanks to Amanda Hahn for editing and theoretical discussion, Ian
Stephen for stimuli creation, and Anne Perrett for proof reading.

Author Contributions

Conceived and designed the experiments: DER DX DIP. Performed the
experiments: DER RDW. Analyzed the data: DER RDW DIP.
Contributed reagents/materials/analysis tools: DER RDW. Wrote the
paper: DER RDW DIP. Designed software used in the experiment: DX.

March 2011 | Volume 6 | Issue 3 | 17859



References

1.

Setchell JM, Dixson AF (2001) Changes in the secondary sexual adornments of
male mandrills (Mandrillus sphinx) are associated with gain and loss of alpha
status. Horm Behav 39: 177-84.

Setchell JM, Wickings EJ (2005) Dominance, status signals and coloration in
male mandrills (Mandrillus sphinx). Ethology 111: 25-50.

. Mehlman PT, Higley JD, Fernald BJ, Sallee FR, Suomi SJ, et al. (1997) CSF 5-

HIAA, testosterone, and sociosexual behaviors in free-ranging male rhesus
macaques in the mating season. Psychia Res 72: 89-102.

. Rhodes L, Argersinger ME, Gantert L'T, Friscino BH, Hom G, et al. (1997)

Effects of administration of testosterone, dihydrotestosterone, oestrogen and
fadrozole, an aromatase inhibitor, on sex skin colour in intact male rhesus
macaques. J Reprod Fertil, 111: 51-57.

. Waitt C, Little AC, Wolfensohn S, Honess P, Brown AP (2003) Evidence from

rhesus macaques suggests that male coloration plays a role in female primate

mate choice. P Roy Soc Lond B Bio 270: S144-S146.

. Waitt C, Gerald MS, Little AC, Kraiselburd E (2006) Selective attention toward

female secondary sexual color in male rhesus macaques. Am J Primatol 68:
738-744.

Setchell JM, Wickings WJ, Knapp LA (2006) Signal content of red facial
coloration in female mandrills (Mandrillus sphinx). Proc Biol Sci 273: 2395-400.

. Gerald MS, Waitt C, Little AC, Kraiselburd E (2007) Females pay attention to

female secondary sexual color: An experimental study in Macaca mulatta.
Int J Primatol 28: 1-7.

. Bielert C, Girolami L, Jowell S (1989) An Experimental Examination of the

Color Component in Visually Mediated Sexual Arousal of the Male Chacma
Baboon (Papio-Ursinus). J Zool 219: 569-579.

. Changizi MA, Zhang Q, Shimojo S (2006) Bare skin, blood and the evolution of

primate colour vision. Biol Letters 2: 217-221.

. Hill RA, Barton RA (2005) Red enhances human performance in contests.

Nature 435: 293-293.

. Greenlees 1, Leyland A, Thelwell R, Filby W (2008) Soccer penalty takers’

uniform colour and pre-penalty kick gaze affect the impressions formed of them
by opposing goalkeepers. J Sport Sci 26: 569-576.

. Hagemann N, Strauss B, Leissing B (2008) When the referee sees red ... Psychol

Sci 19: 769-771.

. Drummond PD (1999) Facial flushing during provocation in women.

Psychophysiology 36: 325-332.

. Drummond PD, Quah SH (2001) The effect of expressing anger on

cardiovascular reactivity and facial blood flow in Chinese and Caucasians.
Psychophysiology 38: 190-196.

. Drummond PD (1997) Correlates of facial flushing and pallor in anger-

provoking situations. Pers Indiv Differ 23: 575-582.

. Little AC, Hill A (2007) Attribution to Red Suggests Special Role in Dominance

Signalling. J Evol Psychol 5: 161-168.

. Kaya N, Epps HH (2004) Relationship between color and emotion: A study of

college students. Coll Student J 38: 396-405.

. Jacobs L, Keown C, Worthley R, Ghymn KI (1990) Cross-cultural Colour

Comparisons: Global Marketers Beware! Int Market Rev 8: 21-30.

. Knight C, Power C, Watts I (1995) The Human Symbolic Revolution: A

Darwinian Account. Camb Archaeol 5: 75-114.

. Elliot AJ, Niesta D (2008) Romantic Red: Red Enhances Men’s Attraction to

Women. J Pers Soc Psychol 95: 1150-1164.

. Elliot AJ, Kayser DN, Greitemeyer T, Lichtenfeld S, Gramzow RH, et al. (2010)

Red, Rank, and Romance in Women Viewing Men. ] Exp Pathol 139: 399-417.

. Regas JC, Kozlowski K (1998) Read my lips: A cultural history of lipstick. San

Francisco: Chronicle Books.

. Katchadourian HA (1984) Fundamentals of human sexuality. 4th ed. New York:

Holt, Reinhart, & Winston.

. Pierard GE (1998) EEMCO guidance for the assessment of skin colour. J Eur

Acad Dermatol 10: 1-11.

. Armstrong N, Welsman JR (2001) Peak oxygen uptake in relation to growth and

maturation in 11-to 17-year-old humans. Eur J Appl Physiol 85: 546-551.

. Brincat MP (2000) Hormone replacement therapy and the skin. Maturitas 35:

107-117.

. Charkoudian N, Stephens DP, Pirkle KC, Kosiba WA, Johnson JM (1999)

Influence of female reproductive hormones on local thermal control of skin

blood flow. J Appl Physiol 87: 1719-1723.

@ PLoS ONE | www.plosone.org

30.

31

32.

39.

40.

41.

42.

43.

44.

46.

47.

48.

49.

50.

51.

53.

54.

Perceptual Thresholds for Facial Redness

. Liu D, Moberg E, Kollind M, Lins PE, Adamson U, et al. (1992) Arterial,

arterialized venous, venous and capillary blood glucose measurements in normal
man during hyperinsulinaecmic euglycaemia and hypoglycaemia. Diabetologia
35: 287-90.

Muhe L, Olijra B, Degefu H, Jaffar S, Weber MW (2000) Evaluation of clinical
pallor in the identification and treatment of children with moderate and severe
anaemia. Trop Med Int Health 5: 805-810.

Stadie WC (1919) The Oxygen of the Arterial and Venous Blood in Pneumonia
and its Relation to Cyanosis. ] Exp Med 30: 215-40.

Stephen ID, Coetzee V, Law-Smith M, Perret DI (2009) Skin Blood Perfusion
and Oxygenation Colour Affect Perceived Human Health. Plos One 4.

. Ryan MJ (1990) Sexual selection, sensory systems, and sensory exploitation, in

Oxford surveys in evolutionary biology, Antonovics DF], ed. Oxford, UK:
Oxford University Press. pp 157-195.

. Kokko H, Brooks R, Jennions MD, Morley J (2003) The evolution of mate

choice and mating biases. P Roy Soc Lond B Bio 270: 653-664.

. Rodd FH, Hughes KA, Grether GF, Baril CT (2002) A possible non-sexual

origin of mate preference: are male guppies mimicking fruit>? P Roy Soc
Lond B Bio 269: 475-481.

. Madden JR, Tanner K (2003) Preferences for coloured bower decorations can

be explained in a nonsexual context. Anim Behav 65: 1077-1083.
Smith C, Barber I, Wootton R], Chittka L (2004) A receiver bias in the origin of
three-spined stickleback mate choice. P Roy Soc Lond B Bio 271: 949-955.

. Franklin A, Bevis L, Ling YZ, Hurlbert A (2010) Biological components of

colour preference in infancy. Developmental Sci 13: 346-354.

Hurlbert AC, Ling YZ (2007) Biological components of sex differences in color
preference. Curr Biol 17: R623-R625.

Thornhill R, Gangestad SW (1993) Human Facial Beauty - Averageness,
Symmetry, and Parasite Resistance. Hum Nature-Int Bios 4: 237-269.

Perrett DI (2010) In Your Face: The New Science of Human Attraction.
Palgrave Macmillan.

Rhodes G, Yoshikawa S, Palermo R, Simmons LW, Peters M, et al. (2007)
Perceived health contributes to the attractiveness of facial symmetry,
averageness, and sexual dimorphism. Perception 36: 1244-1252.

Jones BC, Little AC, Feinberg DR, Penton-Voak IS, Tiddeman BP, et al. (2004)
The relationship between shape symmetry and perceived skin condition in male
facial attractiveness. Evol Hum Behav 25: 24-30.

Coetzee V, Perrett DI, Tiddeman BP, Re DE, Xiao DK (in press) Judging the
health and attractiveness of female faces: Is the most attractive level of facial
adiposity also considered the healthiest? Body Image.

. Jones JL, Leary MR (1994) Effects of Appearance-Based Admonitions against

Sun Exposure on Tanning Intentions in Young-Adults. Health Psychol 13:
86-90.

Hong GW, Luo MR, Rhodes PA (2001) A study of digital camera colorimetric
characterization based on polynomial modeling. Color Res Appl 26: 76-84.
Pauerstein CJ, Eddy CA, Croxatto HD, Hess R, Silerkhodr TM et al (1978)
Temporal Relationships of Estrogen, Progesterone, and Luteinizing-Hormone
Levels to Ovulation in Women and Infrahuman Primates. Am J Obstet Gynecol
130: 876-886.

Claeys KG, Dupont P, Cornette L, Sunaert S, Van Hecke P, et al. (2004) Color
discrimination involves ventral and dorsal stream visual areas. Cereb Cortex 14:
803-822.

Aharon I, Etcoff N, Ariely D, Chabris CF, O’Connor E, et al. (2001) Beautiful
faces have variable reward value: fMRI and behavioral evidence. Neuron 32:
537-551.

Balleine BW, Delgado MR, Hikosaka O (2007) The role of the dorsal striatum in
reward and decision-making. J Neurosci 27: 8161-8165.

Cloutier ], Heatherton TF, Whalen PJ, Kelley WM (2008) Are attractive people
rewarding? Sex differences in the neural substrates of facial attractiveness.
J Cognitive Neurosci 20: 941-951.

. Winston JS, O’Doherty J, Kilner JM, Perrett DI, Dolan R] (2007) Brain systems

for assessing facial attractiveness. Neuropsychologia 45: 195-206.

Ishai A (2007) Sex, beauty and the orbitofrontal cortex. Int J Psychophysiol 63:
181-185.

Drummond PD (1997) The effect of adrenergic blockade on blushing and facial
flushing. Psychophysiology 34: 163-168.

March 2011 | Volume 6 | Issue 3 | 17859



