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The effect of familiarity 
on behavioral oscillations in face 
perception
Xiaoyi Liu  & David Melcher *

Studies on behavioral oscillations demonstrate that visual sensitivity fluctuates over time and 
visual processing varies periodically, mirroring neural oscillations at the same frequencies. Do these 
behavioral oscillations reflect fixed and relatively automatic sensory sampling, or top-down processes 
such as attention or predictive coding? To disentangle these theories, the current study used a 
dual-target rapid serial visual presentation paradigm, where participants indicated the gender of a 
face target embedded in streams of distractors presented at 30 Hz. On critical trials, two identical 
targets were presented with varied stimulus onset asynchrony from 200 to 833 ms. The target was 
either familiar or unfamiliar faces, divided into different blocks. We found a 4.6 Hz phase-coherent 
fluctuation in gender discrimination performance across both trial types, consistent with previous 
reports. In addition, however, we found an effect at the alpha frequency, with behavioral oscillations 
in the familiar blocks characterized by a faster high-alpha peak than for the unfamiliar face blocks. 
These results are consistent with the combination of both a relatively stable modulation in the theta 
band and faster modulation of the alpha oscillations. Therefore, the overall pattern of perceptual 
sampling in visual perception may depend, at least in part, on task demands.

Protocol registration 
The stage 1 protocol for this Registered Report was accepted in principle on 16/08/2022. The protocol, as 
accepted by the journal, can be found at:https:// doi. org/ 10. 17605/ OSF. IO/ A98UF.

The brain functions through back-and-forth communications among different specialized regions, which is 
thought to be coordinated by neural oscillations at different frequencies. The theta (3–7 Hz) and alpha- (8–12 Hz) 
band oscillations, in particular, have been linked to visual  perception1–3. Although the neural generators of these 
rhythms and the specific functions they serve are still topics of debate, researchers have in general agreed that 
they reflect large-scale inter-areal modulation effects (e.g., between more high-level cortex and the visual cortex) 
and connections within the visual processing  pathways4,5.

In the last decade, human psychophysical studies have demonstrated rhythms in perceptual outcomes that 
mirror these neural oscillations by collecting perceptual judgements at densely distributed time points after a 
visual  event6–13. While such fluctuations were initially reported in studies of detection of relatively simple stimuli, 
recent work has shown temporal effects also for complex stimuli. For example, theta-band behavioral oscillations 
have been reported in both rapid object  categorization8 and face detection  tasks14 that have utilized a dual-target 
rapid serial visual presentation (RSVP) paradigm. In this paradigm, two identical targets are embedded in a 
stream of distractors, with targets separated by a varying stimulus onset asynchrony (SOA). Because the previous 
and subsequent distractors in the stream will suppress the lingering neural signals evoked by the target, the 
RSVP paradigm has the unique advantage of allowing us to isolate the processing of a brief target. However, the 
underlying mechanisms of the observed behavioral oscillations in the dual-target RSVP paradigm still remain 
largely unknown.

The current project aimed to replicate our previous finding of a general theta-band rhythm in accuracy in 
face perception task as a function of the SOA (Hypothesis 1) (Table 1), which was obtained from an online study 
that allowed for a highly diverse sample in terms of age and nationality, across several different continents, but 
provided less control over experiment parameters such as testing  environment14. Moreover, our design aimed 
to disentangle different theories of the reasons for behavioral oscillations by introducing a new within-subject 
independent variable—the familiarity of the face stimuli. While face processing is in general highly efficient 
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for humans, research has consistently shown a much more robust representation for familiar than unfamiliar 
faces in our brain, reflected in superior identification especially under challenging  conditions15–17, faster 
saccadic  response17, larger neural  responses19, increased processing speed and reduced decoding  latency20,21, 
and beyond. In particular, the increased neural response and faster processing speed for familiar faces would 
predict interesting changes in the dynamics of the behavioral oscillation.

The contrast between familiar and unfamiliar faces would enable us to critically test alternative hypotheses 
from different theories. Dividing the trials into familiar and unfamiliar blocks, we expected to see an effect of 
familiarity, in which the familiar block would not only yield better overall performance but also potentially show 
a faster oscillation than unfamiliar block (Hypothesis 2; Fig. 1A). This result would be based on the theory that 
behavioral oscillations are a result of top-down processes such as attentional sampling or predictive coding (for 
interpretation, see Table 2). Specifically, theories of attentional sampling propose that the functioning of early 
visual cortex (EVC) is modulated by the attention network at the frontoparietal regions through rhythmic neural 
activities at the theta-band4,22, giving rise to alternating moments of low and high perceptual responsiveness to 
visual inputs. In lab settings, researchers typically use a flash event to reset the attentional rhythm and observe the 
‘attention spotlight’ to oscillate between multiple spatial locations at around 4  Hz6,11,12. Because this attentional 
sampling reflects a trade-off between exploration and exploitation, when the task is more difficult and requires 
more resources for internal processing (exploitation), researchers have observed a slower  oscillation9,23. In our 
case, therefore, if the behavioral oscillation reflected attentional sampling, we would observe a slower oscillation 
at theta band in unfamiliar trials where the task was harder.

In contrast, other theories suggest a role of predictive coding. Instead of viewing human vision as a passive 
sampling machine that automatically discretizes continuous input at a relatively constant rate, many variants of 
prediction theories claim that high-level cortical areas are constantly generating predictions about the incoming 
visual inputs and verifying these predictions via the backward connections to the  EVC24. In line with this 
‘active perceiver’ hypothesis, researchers have recently revealed a theta-band rhythmic interaction between the 
prefrontal cortex and mediodorsal thalamus in humans, the latter of which serves as a relay to update predictions 
stored in the cortex based on sensory  inputs25. In priming studies, previous work has tested this idea by presenting 
a brief prime (e.g., an arrow, a face image) to activate multiple predictions about a following probe of the same 
 kind7,10,26. These studies have revealed theta-band rhythmic fluctuations in reaction time as a function of the 
time lag between the prime and probe. In a recent neuroimaging study, Guo and  colleagues27 used the same 
priming paradigm with a face/house discrimination task with fMRI. They found a similar 5 Hz oscillation in the 
decoding accuracy of voxels in the fusiform face area (FFA) and the parahippocampal place area, suggesting a 
possible origin of the behavioral oscillations at the category-selective regions. Because evidence has suggested that 
familiar faces elicit faster and more robust neural processing even when familiarity is irrelevant to the  task18,20, 
this suggests that bottom-up neural signals will reach the prediction generation areas faster, and thus iterate faster. 
Therefore, if the behavioral oscillation reflected predictive coding, we would observe a similar effect of familiarity.

If an effect of familiarity was found, we then planned to conduct a second study to further differentiate the 
attentional sampling and prediction theories by mixing the familiar and unfamiliar trials together in the same 
block. We hypothesized a similar effect of familiarity as in Study 1 (Hypothesis 2.1), meaning that familiarity 
would trigger a fast automatic processing advantage. This fast adjustment is predicted by the attentional sampling 
theories. Alternatively, the effect of familiarity might only be observed in Study 1, in which the familiar and 

Table 1.  Design table.

Question Hypothesis (if applicable) Sampling plan (e.g. power analysis) Analysis plan

Is there a theta and/or alpha-band oscilla-
tory temporal structure in face perception?

Hypothesis 1: There will be a significant 
fluctuation in accuracy at 3–12 Hz as a 
function of the SOA between the two 
targets in the dual-target trials

Fast Fourier Transform and sinusoidal 
fitting. Statistical significance indicated 
by a non-parametric bootstrap test with a 
cluster-based permutation test to control 
for multiple comparison. Rayleigh test of 
non-uniformity

Is the behavioral oscillation in face percep-
tion a result of top-down processes (e.g., 
attentional sampling, and/or predictive 
coding) or sensory sampling?

Hypothesis 2: If it involves top-down 
processes, the peak frequency of oscillation 
in the familiar trials will be higher than that 
in the unfamiliar trials

To be able to detect a significant peak in 
each condition, 55 participants are needed 
to reach a power level of 0.97

Fast Fourier Transform; Non-parametric 
bootstrap

(If there is an effect of familiarity) Is the 
behavioral oscillation a result of rhythmic 
attentional sampling or predictive coding?

Hypothesis 2.1: If it reflects rhythmic 
attentional sampling, then the effect of 
familiarity (faster oscillation in familiar 
than unfamiliar trials) will be observed 
Study 2 where familiar and unfamiliar trials 
are mixed together

Fast Fourier Transform; Non-parametric 
bootstrap

(If there is no effect of familiarity) Does 
familiarity have any effect on behavioral 
oscillations?

Hypothesis 2.2: If the processing of familiar 
face is more robust, the amplitude of behav-
ioral oscillation at the peak frequency will 
be larger in familiar than unfamiliar trials

One-sided paired-sample t-test (alpha level: 
0.05)

Does familiar faces evoke a stronger 
attention capture/more consistent gender 
prediction?

Hypothesis 2.3: If stronger, the phase-lock-
ing difference (PLD) will be significantly 
greater than 0

Inter-trial phase coherence (ITC) analysis. 
Permutation test

Are people better at perceiving familiar 
faces than unfamiliar faces?

Hypothesis 3: If better, the accuracy in 
familiar trials will be higher than that in the 
unfamiliar trials

One-sided paired-sample t-test (alpha level: 
0.05)
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unfamiliar trials were presented in separate blocks. This pattern would be more consistent with a predictive 
coding hypothesis, which predicts that prior experience will slowly tune the oscillation function.

In contrast, the behavioral oscillation could result from a relatively fixed sensory sampling rate, which has 
been proposed to be related to occipital alpha  oscillations5. This alpha-band sensory sampling has often been 
found embedded in slower theta-band attentional sampling. According to this idea, although attention monitors 
activities in visual system periodically through a theta-band rhythm, the visual system itself also samples from 
environment periodically at a faster alpha-band  frequency11,12. For example, researchers have shown an intrinsic 
sensory sampling rate of 10–15 Hz by systematically modulating the signal-to-noise ratio of parts of the image at 
different  frequencies28,29. If the sensory sampling rate is fixed, then the frequency of behavioral oscillation would 
be less susceptible to stimulus-related factors such as familiarity, and we would not observe a difference in oscil-
lation frequency between familiar and unfamiliar blocks in Study 1 (Fig. 1B). However, given that the process-
ing of familiar faces might still be more robust, this would lead to the specific hypothesis that the amplitude of 
behavioral oscillation at the peak frequency would be larger in familiar than unfamiliar blocks (Hypothesis 2.2). 
In other words, our manipulation would only influence the magnitude rather than the critical rate/frequency.

We also tested for other effects brought by the manipulation of familiarity (Table 1). Because familiar faces 
tend to evoke a stronger attention capture than objects and unfamiliar  faces18, we predicted that familiar tri-
als would be more phase-locked than the unfamiliar trials due to a stronger phase reset and phase alignment 
(Hypothesis 2.3). Finally, we expected to replicate previous finding of a prioritized detection of familiar faces in 
an RSVP  stream17 by comparing the general gender discrimination performance (as measured with accuracy) 
between familiar and unfamiliar trials. We predicted a main effect of familiarity, with a higher accuracy in the 
familiar trials (Hypothesis 3).

Methods
Ethics information. Participants were recruited through the NYUAD SONA system. They must be aged 
between 18 and 40 years old, have normal or corrected-to-normal vision, and have no history of epilepsy or 
other neurological disorders to participate in the study. In addition, participants were asked how familiar they 
are with the identities in an online survey before the main experiment. They must be familiar with all 12 celebrity 
faces and unable to recognize the unfamiliar faces (see Appendix) to be included in the study. Participants 
received a small reimbursement for their time in terms of money (30 AED) or class credits (0.5 credit) for every 
30 min they spend in the main experiment (around 90 min). The online survey was no longer than 20 min, and 
participants received 10 AED as compensation for completing the initial online survey (regardless of whether 
they were included in the in-person study). All participants were given enough time to read and sign the consent 
form and all aspects of the study will conform with international standards for ethical human subjects research. 
The experiment design was approved by the NYUAD Institutional Review Board (IRB).

Figure 1.  Hypothesized performance. (A) Behavioral oscillations as a result of top-down processes (Hypothesis 
2). We expected that top-down neural modulation (left column) would oscillate faster in familiar (orange) 
than unfamiliar (blue) trials within theta-band frequencies. Right column shows the corresponding detrended 
behavioral performance as a function of SOA under the hypothesis. (B) Behavioral oscillations as a result of 
intrinsic sensory sampling at alpha frequencies (Hypothesis 2.2). In this case, face familiarity would not affect 
the sampling rate. However, because the processing of familiar faces is more robust, we expected to see a larger 
oscillatory amplitude in this condition. The transparency of the face images represents neural sensitivity to the 
stimuli. The face images used here were selected from the [64] (https:// gener ated. photos/ datas ets).

https://generated.photos/datasets
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Hypothesis 1 

There is a significant fluctuation in accuracy at certain frequency between 3 and 12 Hz as a function of the SOA 

in the dual-target trials (collapse across familiarity). 

YES NO 

Hypothesis 2 

The peak frequency of oscillation in the familiar trials is higher than that in the unfamiliar trials in Study 1.  

YES NO YES NO 

The behavioral oscillation observed in face 

perception is a result of top-down processes 

(attentional sampling, and/or predictive 

coding). 

The behavioral oscillation 

might result from a relatively 

fixed sensory sampling rate, 

that is related to occipital 

alpha oscillations. 

(Different 

fluctuation 

patterns in 

familiar and 

unfamiliar 

trials cancel 

each other out 

when 

collapsing 

across 

familiarity.)  

Face 

perception, 

gender 

discrimination 

specifically, 

does not rely 

on oscillatory 

mechanisms. 

Hypothesis 2.1 Hypothesis 2.2 

The peak frequency of oscillation in the familiar trials is 

higher than that in the unfamiliar trials in Study 2. 

The amplitude of behavioral 

oscillation at the peak 

frequency is higher in familiar 

than unfamiliar trials. 

YES NO YES NO 

The behavioral oscillation 

in face perception is a 

result of attentional 

sampling. 

The behavioral oscillation in 

face perception is a result of 

predictive coding. 

Confirms that 

the advantage 

in the 

processing of 

familiar faces 

exists even 

after 

detrending. 

The 

manipulation 

of familiarity 

does not have 

any effect on 

behavioral 

oscillations. 

(continued)
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Design. Images of non-face objects (baseline) and faces (targets) were presented in a dual-target RSVP 
paradigm. We used 4000 inanimate object images from the database used by Konkle and  colleagues30. As a 
critical manipulation, we used 12 familiar faces (6 female) and 12 age (age when the photos were taken), gender, 
and ethnicity matched unfamiliar faces. The familiar faces were celebrity faces (e.g., famous actors and political 
figures; see Appendix) with images freely available on the internet. To ensure that participants were actually 
familiar with the supposedly familiar faces, participants completed an online survey before coming in for the 
main experiment. In the online pretest, they were presented with images of the 24 identities (different from the 
stimuli we used in the main experiment) and of 24 random unfamiliar identities and indicated their knowledge 
about him/her. Participants indicated how familiar with the faces by selecting from 1 (‘Yes, I know who this is.’) 
to 3 (‘I have never seen this face before.’). For the celebrity faces, participants also indicated their names and any 
knowledge they had regarding these people. The unfamiliar face images were people whose names might be 
famous but faces are unfamiliar to most people (e.g., writers, scientists, etc.). The purpose of including random 
unfamiliar identities that were not used in the study was to prevent participants from learning the unfamiliar 
identities. Participants were asked again about the identity of the familiar face images when they come in for 
the main experiment. To reduce the chance of learning the unfamiliar faces due to the repeated exposure, we 
selected six different images of the same identity as stimuli, such that each image was repeated for seven times 
(for example, see Fig. 2A; note that the images in Fig. 2A are not the actual stimuli for copyright issues. Images 
were included here after obtaining written informed consent from the individuals depicted.). All images were 
converted to gray-scale and resized to 256 pixels in width and height with Adobe Photoshop graphics software. 
Face images were further cropped with the ellipse tool with most hair and ear information cropped out. All 
images were histogram-matched for luminance through the SHINE  toolbox31.

The study was coded with MATLAB PsychToolbox-332. Stimuli were presented on a grey background 
(luminance: 128) on an ASUS monitor (1920*1080 screen resolution; 120 Hz refresh rate) at a viewing distance 
of approximately 90 cm. The EyeLink 1000 Plus eye-tracker (SR Research, Ontario, Canada) was used to ensure 
central fixation during the trials. We used a within-subject design. In each trial, participants were presented with 
a 500-ms fixation, followed by a stream of object images presented at 30 Hz. At the end of the image stream, 
participants were asked to indicate the gender of a face target (i.e., the gender discrimination task) by pressing 
keys (‘f ’/‘j’ for ‘female’/‘male’ response; keyboard correspondence was counterbalanced across participants) 
on a keyboard. On the critical dual-target trials, two identical face targets were embedded and separated by a 
SOA that varied between 200 to 833 ms in 20 steps of 33.3 ms (Fig. 2B). This choice of SOAs was motivated by 

Table 2.  Interpretation Table.

Hypothesis 2.3 

The phase-locking difference is significantly different than zero. 

YES NO YES NO YES NO 

Familiar face 

evokes a 

stronger 

phase-reset, 

presumably 

through a 

stronger 

There is no 

difference 

in attention 

capture 

between 

familiar 

and 

The briefly 

presented 

first familiar 

face in the 

RSVP stream 

evokes a 

more 

The gender 

information 

of familiar 

face, when 

presented 

under 

challenging 

Familiar face 

evokes a 

stronger 

phase-reset, 

presumably 

through a 

stronger 

There is no 

difference in 

attention 

capture 

between 

familiar and 

attention 

capture.

unfamiliar 

faces.

consistent 

gender 

prediction 

than 

unfamiliar 

face, due to 

advantage in 

processing 

conditions, is 

not easier to 

extract than 

unfamiliar 

face.

attention 

capture that 

updates the 

sensory 

sampling.

unfamiliar 

faces.
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previous results with the dual-target RSVP  paradigm33. The first target appeared randomly at either 3rd, 4th, 
or 5th position in the stream of 30 images. Each SOA condition was repeated for 48 times (2 familiarities × 12 
identities × 2 repetitions). There were also 48 one-target trials, where only the first target was presented, to 
measure baseline performance.

In Study 1, Familiar and unfamiliar trials were divided into separate blocks. The order of the blocks was 
counterbalanced and predetermined depending on subject ID. For example, participants with an odd number 
ID ran the familiar block first and then unfamiliar block, while participants with an even number ID ran in the 
reversed order. In Study 2, everything would be kept the same except that familiar and unfamiliar trials would 
be randomly mixed together.

Before the main experiment, participants practiced with 72 one-target trials with varying levels of image 
contrast. A QUEST staircase  procedure34,35 was implemented during the practice to estimate the image contrast 
at 60% accuracy for each participant. Target images were unfamiliar faces. All stimuli used in the practice trials 
were different identities from those in the main experiment. There were a total of 1008 trials divided into 16 
blocks with self-paced breaks in between. Data collection and analysis were not performed blind to the condi-
tions of the experiments.

Sampling plan. To determine the sample size, we did a statistical power analysis by bootstrap resampling 
the data from 140 participants in our previous  study14. Specifically, we (1) predefined a range of sample sizes 
from 20 to 60, (2) sampled participants from the original online  dataset14 with replacement for 2000 times, 
(3) ran the same Fast Fourier Transform (FFT) analysis at each new dataset as in the current study, and (4) 
computed the power. The statistical power refers to the proportion of positive results (Bonferroni corrected p 
value < 0.05). In light of the results, our target sample size for each study was 55 participants, with a statistical 
power of 0.97 to detect an overall behavioral oscillation. A separate power simulation suggests that we would 
have a power of at least 80% to detect the difference in oscillatory frequencies in two conditions when the actual 
effect size is larger than 1.5 Hz.

We planned to first recruit 55 to complete the online survey. If according to the results of the online survey, 
less than 55 participants were eligible, we would continue to recruit until the number of eligible participants 
reached 55. Participants who were not able to complete the task due to technical issues or other personal reasons 
were excluded from the analysis. Participants who completed the task but whose accuracy in 200 ms SOA condi-
tion was below 50% were also excluded because the task should be the easiest in this condition. If a participant 
was excluded, then we would recruit and test an additional participant. This process continued until we had the 
full data of 55 participants. We did not analyze any other aspect of the data, other than checking that performance 
in the 200 ms SOA condition was above 50%, before we finished collecting the entire dataset. Participants who 
took part in Study 1 would not be eligible for Study 2.

Data analysis. First, we computed the accuracy as the index for gender discrimination performance and 
calculated a one-sided paired-sample t-test (alpha level: 0.05) to compare the difference between familiar versus 
unfamiliar trials. For the main analysis, we focused on the accuracy in the dual-target trials. Average accuracy 
was computed for each SOA level for each participant. There was a slightly decreasing trend in the accuracy as 

Figure 2.  An illustration of the dual-target trials. (A) Sample face images. For each identity, we selected 
six instances of varied expressions and view angles. Note that images shown here are photos of lab research 
assistants, not from the actual stimulus set due to copyright. All rights reserved. Images were included here 
after obtaining written informed consent from the individuals depicted. (B) Thirty images were presented in an 
RSVP stream of 30 Hz (33.3 ms per image). Two identical face targets were embedded in the object distractors, 
separated by a SOA that varied between 200 ms to 833 ms in 20 steps of 33.3 ms. The first target always appeared 
randomly at either the 3rd, 4th, or 5th position in the stream. There were also one-target trials, where only the 
first target is presented. The face images used here were selected from  the64 (https:// gener ated. photos/ datas ets).

https://generated.photos/datasets
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the SOA increases (Fig. 3A), because targets presented within the same processing cycle tend to be integrated 
and enhance  perception36. We fit an exponential decay function to the individual raw data and subtracted it from 
the raw data to get the detrended data:

where x is the SOA, a0 the starting point, τ the time constant (that is, the variable describing the steepness of the 
decay) and c the right-hand asymptote, or the baseline performance.

Then, a Fast Fourier Transform (FFT) was performed on the detrended data time course for each participant 
to convert the results from time domain to frequency domain. Zero padding was applied to achieve a frequency 
resolution of 0.1 Hz. We did not apply smoothing or any filters. The frequencies of interest were from 3 to 13 Hz, 
at which the theta- and alpha-band activities are typically defined. Next, we extracted the phase-locked sum 
(PLS) by summing the complex numbers of the FFT results of all participants, taking the absolute value, and 
dividing the result by participant  number9:

The PLSf  is the phase-locked sum for frequency f  , n is the number of participants, A and θ are, respectively, the 
amplitude and the phase angle of the complex vector, for each frequency f  and participant k . This computation 
allows us to test the amplitude of oscillations that are consistent in phase across participants. A permutation test 
was then performed to test the statistical significance of the result by randomly shuffling the SOA labels of the 
individual detrended data for 10,000 iterations and comparing the 95-percentile with the original amplitude for 
each frequency. We corrected for multiple comparisons by taking the maximum amplitude across all frequen-
cies as  threshold10,37. In light of the recent publication by Brookshire who proposes that the shuffling-in-time 
randomization procedure might conflate the results with aperiodic temporal structure in the time  series38, we 
also verified any significant results with the new pipeline with a few modifications. First, we fit an autoregressive 
(AR(1)) model to the exponentially detrended data of each participant:

where Xt is the accuracy at each time point, c is a constant, φ is the AR parameter, and ǫ is white noise. The fit-
ted model was used to create 10,000 surrogate, pseudo-random dataset of each participant. On each surrogate 
dataset, we applied the same PLS computation, which created a null distribution of PLS based on random time 
series preserving the original aperiodic temporal component. We used the same multiple comparisons correction 
as  before37. If there was a significant peak, we completed a Rayleigh test of non-uniformity for circular data to 
verify the phase concentration at the peak frequency (with MATLAB-based CircStat toolbox;39).

We also ran a sinusoidal fitting analysis on the detrended data to independently confirm any behavioral oscil-
lations found in the FFT analysis. The fitting procedure was able to tell us how well our detrended data fit the 
sinusoidal wave at the frequency of interest. To this end, the adjusted  R2 was computed. Statistical significance 
was again determined by a similar permutation test.

To test the effect of familiarity, we repeated the same analyses for the two familiarity conditions, analyzed 
separately. To evaluate any difference in the oscillatory frequencies, we resampled with replacement from the 
original data for 1000 times to get a distribution of the peak frequencies in each condition. Then we computed 

f (x) = a0e
−x/τ

+ c

PLSf =

(

1

n

)

∑n

k
A(f ,k)e

i2πθ(f ,k)

Xt = c + φXt−1 + ǫt

Figure 3.  Better performance in familiar versus unfamiliar conditions. Accuracy on the group level (black 
dots) and individual levels (colored dots) in familiar (purple) and unfamiliar conditions (blue). Paired data were 
connected by the grey lines. The black lines around the mean dots represent one standard error of mean (SEM).
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the Bootstrap estimates of standard error from the distributions, which were used to calculate the z-score of the 
difference between the two  conditions40. The z-score was compared to the critical value of 1.64 (one-sided). We 
expected to see different peak frequencies, with a faster oscillation in the familiar condition. In the case of the null 
result, we planned to run an equivalence test with the two one-sided tests (alpha = 0.05, equivalence margin = 0.5) 
to confirm the result. If there was no difference in the peak frequency between familiar and unfamiliar condi-
tions, we would simply compare the amplitude of behavioral oscillation (the product of 30 and the amplitude 
from the FFT results to compensate for the loss of the complex part of the signal) at the peak frequency (i.e., the 
effect size) between them with a one-sided paired sample t-test (alpha level: 0.05).

To test the phase-lock difference (PLD) between familiar and unfamiliar trials, we computed inter-trial 
phase coherence (ITC) for each familiarity condition by calculating the phase angle at the peak frequency for 
each participant and determining the average vector length with the CircStat toolbox. PLD was defined as: 
 ITC(familiar)—ITC(unfamiliar). Statistical significance of the PLD was determined with a permutation test by shuffling 
the trial label (familiar vs unfamiliar) of all trials for 10,000 iterations and computing a distribution of PLD. As 
before, we compared the value of the real PLD with the 95-percentile of the permutation result to get the p value 
 (see41,42 for similar methods).

If there was a difference in peak frequency (i.e., the effect of familiarity), we planned to conduct Study 2, in 
which familiar and unfamiliar trials were mixed together within the same block and carry out the same analyses 
to test (1) the difference in gender discrimination performance between two trial types, (2) the general behavioral 
oscillation, (3) the difference in the oscillatory frequency between two trial types, and (4) the PLD.

Results
Participant information. Participants were recruited through the New York University Abu Dhabi 
(NYUAD) SONA system. As stated in our preregistered sampling plan, we continued recruiting participants 
until there were 55 qualified participants. In summary, we recruited 117 participants to complete the online 
survey, among which 57 qualified participants were invited to the in-lab experiment (Study 1). Two participants 
were excluded from the analysis because their discrimination accuracy in the 200 ms SOA condition was below 
50%. All of the 55 participants (age: 19.85 ± 1.86 years old; 18 males) that were included in the final analyses 
reported normal or corrected-to-normal vision, and reported to have no history of epilepsy or other neurological 
disorders.

Better performance in the familiar than unfamiliar blocks. Prior to the main task, participants 
indicated in an online survey how familiar they were with the face images. All participants who were selected 
for the behavioral task were more familiar with the famous (1.06 ± 0.11) (M ± SD) than unfamiliar identities 
(2.81 ± 0.13). The familiarity effect was reflected in the main task. One-sided paired-sample t-test showed a 
significant higher accuracy for the familiar (76.62% ± 1.34%) (M ± SE) than unfamiliar faces (65.43% ± 0.91%), 
t(54) = 12.51, p < 0.001. The trend was consistently found at the individual level in all but six participants (Fig. 3).

To confirm the familiarity effect in both the one- and dual-target trials, we ran a repeated-measures analysis 
of variance (ANOVA) with familiarity (familiar, unfamiliar) and target number (one, two) as within-subjects 
variables. Consistent with the t-test, there was a main effect of familiarity, F(1, 54) = 82.62, p < 0.001, ηp

2 = 0.60. 
We also found a main effect of target number, with enhanced performance for the dual-target (73.45% ± 1.20%) 
than one-target trials (68.60% ± 0.91%), F(1, 54) = 38.49, p < 0.001, ηp

2 = 0.42. The interaction between familiar-
ity and target number was not significant. Thus, we could confirm that the familiarity effect was found in both 
single and double target trials.

A theta-band fluctuation in gender discrimination accuracy. To evaluate the fluctuations in gender 
discrimination accuracy, an FFT analysis was performed on the detrended time course (Fig.  4B). We first 
computed the PLS at the pre-defined frequencies of interest from 3 to 13 Hz, with both familiar and unfamiliar 
trials combined. There was a significant peak at 4.6 Hz (Fig. 4C), p(shuffle-corrected) = 0.038. The Rayleigh test revealed 
a strong phase coherence across participants at this frequency (z = 5.67, p = 0.003) (Fig.  4D). The first target 
onset had a robust phase reset effect that lasted at least 200 ms, such that performance was consistent across 
participants at the beginning of the behavioral oscillation at 4.6 Hz. The peak was also verified with the surrogate 
data suggested by  Brookshire38 with a marginal significance, p(autocorrelation-corrected) = 0.05 (Fig. 4C). To check the 
possibility of any significant peaks outside our frequencies of interest, we also computed the whole spectrum 
from 0 to 15 Hz, which was the limit of our effective frequency range (sampling rate of 30 Hz). This verified the 
4.6 Hz peak as the only significant peak before correction. However, due to a large increase in the 95-percentile 
permuted PLS at the 15  Hz, the peak was not significant after corrected for the larger number of multiple 
comparisons (p(shuffle-corrected) = 0.067, p(autocorrelation-corrected) = 0.093).

Next, we ran a complementary sinusoidal fitting analysis on the group detrended data to confirm the 
behavioral oscillation at the group level. We found a best-fitting frequency at 4.64 Hz (adj R2 = 0.18, p = 0.15) 
(Fig. 5A), consistent with the PLS result. The non-significant result could be attributed to a decrease in sinusoidal 
fitting as the temporal distance from the reset event increased, a phenomenon that has been recorded in previous 
 studies43,44. Therefore, as an exploratory analysis to quantify the decrease, we used a sliding time window method 
to compute the fit between segments of the original detrended time series and the best-fit sinusoidal function 
obtained from the sinusoidal fitting analysis. The time window had a length of 233 ms and was centered at the 
dual-target SOAs, so that we can compute a goodness of fit (R2) at each SOA. To compensate for the length 
difference when the time window was centered on the first and last few SOAs, we added zero paddings to the 
beginning and the end of the original time series. The same analysis was performed on the surrogate data to find 
the 95-percentile threshold, and the maximum R2 across the time series was used as the threshold. As shown 
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Figure 4.  Results of all trials combined. (A) Raw accuracy in the dual-target trials as a function of the SOA 
between targets. Dots represent group average accuracy at each SOA. Shaded areas represent SEM. Solid lines 
show the exponential functions fit to the raw data. Colored dashed lines show the average accuracy in the one-
target trials. (B) The average of individual detrended time courses. (C)  Phase-locked sum of group spectra. The 
red solid line represents 95% percentile of permutations used to define significance of the peaks before multiple 
correction. The red dashed line represents similar permutation results but with the surrogate data suggested by 
Brookshire. (D) Polar histogram of the phase angle distribution for the highest peak at 4.6 Hz.

Figure 5.  Sinusoidal fitting results. (A) Dots represent detrended accuracy at each SOA. Shaded area represents 
SEM. Solid line represents the sinusoidal function fitted to the data at 4.64 Hz. The small inset shows the fits 
(R-squared) at different time points. (B) Histogram of adj R-squared computed from each permutation (n = 
10,000). Dashed vertical line represents 95% percentile of permutation distribution as threshold for significance. 
Brown solid line represents the observed adj R-squared.
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in Fig. 5A, we found a significant fit at the first 200 ms of the time series (p(corrected) < 0.05). The fit decreased to 
below the threshold 433 ms after the first target onset, and remained non-significant for the rest of the time series 
(except two significant time points at 733 and 767 ms).

We used the same method as Liu et al.14 to determine the effect size at the peak frequency. Instead of taking 
the PLS, we computed the amplitude of the FFT spectrum at 4.6 Hz on the individual data to obtain a distribution 
of the amplitude (Fig. S1). To test the relationship between FFT amplitude and the actual amount of variance, 
we simulated a time course fluctuating at 4.6 Hz with a true variance of 50% (-25% to 25%). We applied the 
same FFT analysis to the simulated data and found a peak at 4.6 Hz with an amplitude of 0.0167 arbitrary unite 
(a.u.). The 30 times discrepancy was due to zero-padding which would lead to a loss of signal (see Fig. S1). We 
therefore computed the amount of variance as the product of the FFT amplitude and 30. The result suggests that 
the fluctuation at 4.6 Hz can explain an average of 4.4% variance in the behavioral performance. The variance 
explained was slightly smaller than the previous study (6.6%)14, presumably due to a higher task demand in the 
current study (i.e., a gender discrimination task versus a face detection task in the previous study) that increased 
noise in the behavior response.

Different oscillatory patterns for familiar and unfamiliar faces. We next compared the frequency 
of the behavioral oscillation for the two conditions (familiar versus unfamiliar faces). We performed the same 
FFT analysis on the detrended data (Fig.  6) as above, but separately for familiar and unfamiliar face trials. 
Consistent with the result of the aggregated data, the peak at 4.6 Hz was found for both familiarity conditions 
(Fig. 7A & 7C), although neither reached significance with the smaller number of trials. This initially suggested 
that familiarity did not influence the rate of behavioral oscillation for faces. However, there was a difference in 
the overall pattern of behavioral oscillations between the two stimulus types. Specifically, within the pre-defined 
frequencies of interest, we found a highest peak at 12.9 Hz (p(shuffle-corrected) = 0.029, p(autocorrelation -corrected) = 0.043) for 
familiar trials and at 3 Hz for unfamiliar trials (p(shuffle-corrected) = 0.064, p(autocorrelation -corrected) = 0.089). This suggested 
that familiarity might have created a shift in behavior. However, these peaks were near the maximum (13 Hz) 
and minimum (3 Hz) frequencies under consideration. The a priori frequencies of interest were 3–13 Hz, at 
which the theta- and alpha-band activities are typically defined This raised the possibility that the true peaks 
were actually slightly lower or higher in frequency and just appeared to be at 3 and 13 since we were not looking 
for slower or faster frequencies in our analysis.

In order to better understand this difference for familiar and unfamiliar trials, we computed the whole 
spectrum (range 0–15 Hz) to determine where the real peaks were located. In the whole spectrum analysis, we 
found a marginally significant peak at 12.9 Hz, p(shuffle-corrected) = 0.058 for familiar blocks (Fig. 7A). However, the 
phase coherence at this peak frequency did not reach significance (z = 2.20, p = 0.11). Sinusoidal fitting analysis 

Figure 6.  Time domain results for the familiar and unfamiliar conditions. (A) Raw (top) and detrended 
(bottom) accuracy as a function of the SOA in the familiar condition. Dots represent group average accuracy 
at each SOA. Shaded areas represent SEM. Solid lines show the exponential functions fit to the raw data. 
Colored dashed lines show the average accuracy in the one-target trials. (B) Raw and detrended accuracy in the 
unfamiliar condition.
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confirmed a similar best-fitting frequency at 12.64 Hz on the group data (adj R2 = 0.10, p = 0.23) (Fig. 7B). For 
unfamiliar trials, on the other hand, there was a peak at 2.8 Hz, p(shuffle-corrected) = 0.074, which was again not phase 
coherent across participants (z = 1.69, p = 0.19). Note that with the unfamiliar FFT spectrum, we also found two 
slightly smaller peaks at 4.6 Hz (as in the main analysis) and 6.8 Hz, both of which also reached significant phase 
coherence (4.6 Hz: z = 3.12, p = 0.044; 6.8 Hz: z = 3.64, p = 0.026) (Fig. 7C). The best-fitting frequency as indicated 
by the sinusoidal fitting analysis was 2.77 Hz (adj R2 = 0.14, p = 0.18) (Fig. 7D). Next, we compared the variance 
in behavioral performance that was accounted for by the oscillation at the peak frequency. As stated in the pre-
registration, we ran a one-sided paired sample t test. The effect size was similar for the familiar (5.70% ± 0.41%) 
than unfamiliar blocks (8.22% ± 0.55%), t(54) = -3.73, p = 0.99. In light of this result, we ran a second two-sided 
paired sample t-test with an alpha level of 0.05, and confirmed a larger effect size in the unfamiliar than familiar 
blocks, p < 0.001 (Fig. S2).

We also compared the frequency difference between the two conditions using a bootstrapping procedure. We 
resampled the data 1000 times, and obtained the Bootstrapped distributions of the PLS in familiar and unfamiliar 
trials separately (Fig. S3). The difference in the mean peak frequencies between the two conditions was significant, 
z = 6.40, p < 0.001. The mean peak frequency was higher in the familiar trials (10.0 Hz) than unfamiliar trials 
(6.0 Hz). Thus, this finding was consistent with our second hypothesis. The results, however, should be taken 
with caution, as the fluctuations found in familiar and unfamiliar trials were not significantly phase coherent 
across participants. This lack of phase coherence suggests that either the effect of familiarity was not consistent 
across participants or might have been influenced by an additional, unknown factor.

We also tested whether there was a difference in the phase reset induced by the faces, since a more familiar 
face might have been more salient and thus caused a stronger reset. We found a small PLD between familiar and 
unfamiliar trials  (ITC(familiar) −  ITC(unfamiliar) = 0.025). The permutation test result, however, shows that the PLD 
was not different from zero (p = 0.27), suggesting that familiar faces did not induce a stronger phase reset than 
the unfamiliar faces.

Figure 7.  Fluctuations in the familiar and unfamiliar conditions. (A, C) Phase-locked sum of the familiar (A) 
and unfamiliar (C) spectrum and respective polar histogram of phase angle distributions at the highest peaks. 
The red solid line represents 95% percentile of permutations used to define significance of the peaks before 
multiple correction. The red dashed line represents similar permutation results but with the surrogate data 
suggested by Brookshire. (B, D) Sinusoidal fitting results in the familiar (B) and unfamiliar (D) conditions. Dots 
represent detrended accuracy at each SOA. Shaded area represents SEM. Solid line represents the sinusoidal 
function fitted to the data at 12.64 Hz (familiar) and 2.77 Hz (unfamiliar).
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Discussion
Behavioral oscillations in the theta and alpha bands have been reported across many tasks in which the brain 
samples near-threshold signals across multiple spatial  locations2,6,12,22,45,46 or multiple features at one  location11,47. 
In a recent online study, we further revealed a theta-band fluctuation in the sampling of a continuous flux of 
object and face  images14, demonstrating the impact of rhythmic sampling in more naturalistic vision tasks. 
Considering the constraints of online experimenting, the current study aimed to replicate the previous online 
finding and explore the effect of perceptual expertise on behavioral oscillations.

Consistent with our first hypothesis, we found a phase-coherent fluctuation in the theta band (at 4.6 Hz) in 
gender discrimination accuracy as a function of the SOA between the two target faces. This fluctuation accounted 
for 4.4% of the variance in discrimination performance. There are a growing number of studies providing evi-
dence for a sampling rate in the theta frequency (4–7 Hz) for face perception. Several studies have demonstrated 
that face processing changes when stimuli are presented faster than about 3–6 images per second. In an fMRI 
study, for example, face and house images were presented at rates from 2.3 to 37.5 Hz, while temporal frequency 
responses were measured for various stages along the ventral processing  stream48. While early visual areas 
showed peak responses for fast presentation rates, the fusiform face area (FFA) and scene selective regions (such 
as the para-hippocampal place area) peaked at rates of around 4–5 Hz. Similar findings have been reported in 
other fMRI studies using  faces49,50. Further evidence for a sampling rate comes from studies using EEG, which 
have varied the presentation rate of faces and other complex images and measured the evoked response. For 
instance, Yeatman and  Norcia51 varied presentation rate of faces and text images, alternated with noise, from 1 
to 12 Hz and found a maximal face-selective response at 4 Hz. Thus, our main finding was consistent with our 
first hypothesis and the previous literature.

Our second hypothesis was that the familiar block would yield better overall performance and a faster behav-
ioral oscillation. Indeed, there was a main effect of familiarity, with higher detection accuracy for familiar faces. 
We also found evidence implying a much faster fluctuation at higher frequencies (alpha) for familiar than unfa-
miliar face perception. In terms of the rate of the behavioral oscillation, a similar peak at 4.6 Hz was found for 
both familiar and unfamiliar trials. However, the largest/strongest peaks differed significantly between familiar 
(12.9 Hz) and unfamiliar (2.7 Hz) blocks. This pattern of results is partially consistent with the second hypothesis. 
The potential implications of these findings, with respect to our hypotheses, is considered in more detail below.

Although the current findings fit well with previous studies showing sampling in face processing at around 
4–7 Hz, our results are also slower than the 7.5 Hz fluctuation found in our previous online  study14. In the 
discussion of that paper, we discussed various reasons why our estimate might have been slightly higher than 
the actual sampling rate. The current study, in contrast, fits more closely with the 4–7 Hz that might have been 
expected based on the previous studies with faces and complex objects. Because most parameters of the two 
studies were the same, it is reasonable to attribute the discrepancy in the results to their primary difference: the 
specific task demands. In a detection task, as in the online study, people simply attend to the presence of a target 
among perceptually distinct distractors (e.g., finding a face in non-face objects). In contrast, the discrimination 
task used in the current study requires participants to compare the fine details of two stimuli within a category 
(e.g., female versus male faces). This additional computational requirement could affect the oscillatory frequency 
by adding more time to each ‘perceptual cycle’. Consistent with this theory, Dobs and  colleagues20 have found 
that face presence information emerged around 20 ms earlier in the brain than its gender information. However, 
another factor might be that in order to prevent ceiling and flooring in behavioral performance, we titrated the 
stimulus contrast such that the discrimination accuracy in single-target unfamiliar trials would be around 60%. 
The true oscillation in gender discrimination performance might be masked by a decreased ability to detect the 
face target under such low contrast. Future studies could use other methods (e.g., face morphing) to control the 
discrimination performance without decreasing the face detectability.

The theta-band peak found here provides some evidence that the behavioral oscillations found in the dual-
target RSVP paradigm may reflect rhythmic top-down modulations. In the spatial attention domain, for example, 
the 3–5 Hz sampling rate has been associated with a theta-band reweighting of the pulvino-cortical  interaction4,52. 
The optimal phase of the theta activity is characterized by an increase in beta (15–30 Hz) and gamma (> 35 Hz) 
synchronizations at the frontal eye field (FEF) and the lateral intraparietal area, which are associated with sup-
pressed motor functions and enhanced sensory processing  respectively52. At the opposite phase, it is thought that 
the increase in alpha activity within the parietal cortex and the increased synchronization between the parietal 
cortex to the pulvinar enabled windows of attention to shift by temporally suppressing sensory  processing52. In 
the current study, however, the targets appeared at a single location (the fovea) embedded in time among object 
distractors. While previous studies have shown similar theta-band fluctuation when sampling from multiple 
 features11,47 or objects at the same  location27, brain regions and pathways responsible for feature- and object-
based attention may not fully overlap with those for spatial  attention53,54. Feature-based attention, for instance, 
has been found to first emerge at the ventral prearcuate in the frontal lobe, rather than the  FEF53. Future studies 
are needed to investigate the underlying neural mechanisms for rhythmic feature-based attentional sampling.

Our results also have implications to the computational models of populational neural responses over time. 
Whereas traditional models tend to explain neural responses with a linear  function55, many recent models have 
achieved significant fit improvement by add a nonlinear summation component (e.g., an exponential modula-
tion)56,57. Our results suggest that the models might be further improved by adding a rhythmic modulation at 
low frequency band. This could also potentially account for a temporal processing capacity of four to six items 
per second at areas along the ventral visual  pathway48–50. For instance, Stigliani et al.50the largest neural response 
amplitude at the face-selective areas when face stimuli changed at 4 Hz, compared with 1, 2, and 8 Hz.

While the peak at 4.6 Hz was observed for both trial conditions separately, the largest/strongest peaks dif-
fered significantly between familiar (12.9 Hz) and unfamiliar (2.7 Hz) blocks. These results support the idea that 
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the rate of perceptual sampling reflects contributions of different brain rhythms, rather than a single unitary 
sampling rhythm across all stimuli and  tasks58. In a recent preprint, Kawashima and  colleagues37 provided some 
preliminary evidence for this idea with an attentional blindness paradigm. They tested the detection of a second 
target following varied SOAs from the first target. Detection performance showed either an alpha- or a theta-
band fluctuation as a function of the SOA, depending on the presence or absence of distractors in  between37. 
Magnetoencephalography (MEG) recordings revealed a pronounced parietal theta activity in the no-distractor 
condition, reflecting periodic feedback modulations, but instead a dominant occipital alpha activity in the dis-
tractor condition, presumably reflecting an extra effort to suppress task-irrelevant  inputs37. A similar principle 
has been observed in Ronconi et al.3, which reported that the frequency of the pre-stimulus neural oscillation 
that predicted behavioral performance, either theta or alpha, was related to the specific temporal integration 
window duration of the task. Even with the same task (e.g., visual search), researchers have shown that the oscil-
latory frequency increased with task complexity, presumably as a result of the increased attention cycles needed 
to complete the  task42.

The difference in the strongest/peak rhythm between conditions in the present study might reflect a balance 
between feedforward and feedback  processing59–61. When comparing the neural activation for the recognition of 
masked and unmasked objects, for instance, Bar et al.62 found that the orbitofrontal cortex was activated earlier 
than temporal object-selective region and facilitated object recognition. This top-down modulation, however, 
was only found when the object was masked or for low spatial-frequency  images62. Using Granger causality 
analysis, they found that familiar face processing was dominated by a fast feedforward connectivity, whereas 
unfamiliar and phase-scrambled faces required the feedback communication from peri-frontal to peri-occipital 
area. It has been suggested that the speed of feedback communication is influenced by perceptual difficulty, with 
slower feedback under more challenging viewing  conditions61. Considering this idea for the current study, in 
the familiar blocks, gender discrimination could rely on feedforward processing. The alpha-band behavioral 
oscillation we found could reflect either a dominant sensory sampling rhythm that operates independently from 
other  processes63, or a faster top-down modulation. In spatial attention, for instance, it has been reported that 
attentional sampling was phase locked to ongoing alpha oscillations in prefrontal cortex when the need to shift 
attention was  minimized58. In the current study, in which the familiar faces were easier (76.62% versus 65.43% in 
discrimination performance), this difference might have influenced the relative power of alpha versus theta bands.

Phase coherence is important when interpreting any peak frequency band differences and we did not find 
evidence of phase coherence at these peak frequencies that differed between familiar and unfamiliar blocks. 
Therefore, our familiarity effect results in the alpha band should be taken with caution. Phase coherence is a 
measure of the efficiency of the phase reset event. Significant coherence suggests that the brain rhythms respon-
sible for the current task are in synchrony after the reset event and are consistent across  individuals9. Previous 
studies typically used a  flash8 or a spatially salient  cue6,12,45 as a reset event. It is possible that the event in the 
current study (the first face target onset) was not perceptually salient enough to evoke a strong phase reset. As 
the PLD analysis reveals, the familiar faces did not evoke a stronger attention capture. For the same reason, we 
did not conduct the second preregistered study in which trial types would be mixed randomly in the same block 
to further disentangle the rhythmic attentional sampling and predictive coding theories. Future studies should 
implement a stronger attention reset event to capture a more reliable peak when the trials are mixed together.

Overall, the present study replicated our previous online  finding14 showing fluctuations in performance as 
a function of the temporal interval between the face targets (face detection in the previous study, gender dis-
crimination in the current study). This adds further evidence for a theta-band oscillatory temporal organization 
underlying visual perception for complex stimuli such as faces. We further showed that the rate of the behavioral 
oscillation was also modulated by task demands, consistent with the top-down modulation theories of rhythmic 
perceptual sampling. In the unfamiliar block where faces were perceptually less salient, we found a slower fluc-
tuation in discrimination accuracy, implying a longer time for the feedback signals to return in this condition.
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Code availability
All code will be made available (https:// osf. io/ ku8q9/) on acceptance of our Stage 2 manuscript.

Received: 11 April 2022; Accepted: 8 May 2023

References
 1. Busch, N. A., Dubois, J. & VanRullen, R. The phase of ongoing EEG oscillations predicts visual perception. J. Neurosci. 29, 

7869–7876 (2009).
 2. Dugué, L., Marque, P. & Vanrullen, R. Theta oscillations modulate attentional search performance periodically. J. Cogn. Neurosci. 

27, 945–958 (2015).
 3. Ronconi, L., Oosterhof, N. N., Bonmassar, C. & Melcher, D. Multiple oscillatory rhythms determine the temporal organization of 

perception. Proc. Natl. Acad. Sci. U. S. A. 114, 13435–13440 (2017).
 4. Fiebelkorn, I. C. & Kastner, S. A rhythmic theory of attention. Trends Cogn. Sci. 23, 87–101 (2019).
 5. Gaillard, C. & Hamed, S. B. The neural bases of spatial attention and perceptual rhythms. Eur. J. Neurosci. https:// doi. org/ 10. 1111/ 

EJN. 15044 (2020).
 6. Landau, A. N. & Fries, P. Attention samples stimuli rhythmically. Curr. Biol. 22, 1000–1004 (2012).
 7. Wang, Y. & Luo, H. Behavioral oscillation in face priming: Prediction about face identity is updated at a theta-band rhythm. Prog. 

Brain Res. 236, 211–224 (2017).

https://github.com/xiaoyiliuXL/familiar-rsvp
https://osf.io/ku8q9/
https://doi.org/10.1111/EJN.15044
https://doi.org/10.1111/EJN.15044


14

Vol:.(1234567890)

Scientific Reports |        (2023) 13:10145  | https://doi.org/10.1038/s41598-023-34812-6

www.nature.com/scientificreports/

 8. Drewes, J., Zhu, W., Wutz, A. & Melcher, D. Dense sampling reveals behavioral oscillations in rapid visual categorization. Sci. Rep. 
5, 1–9 (2015).

 9. Balestrieri, E., Ronconi, L. & Melcher, D. Shared resources between visual attention and visual working memory are allocated 
through rhythmic sampling. Eur. J. Neurosci. https:// doi. org/ 10. 1111/ EJN. 15264 (2021).

 10. Huang, Y., Chen, L. & Luo, H. Behavioral oscillation in priming: Competing perceptual predictions conveyed in alternating theta-
band rhythms. J. Neurosci. 35, 2830–2837 (2015).

 11. Re, D., Inbar, M., Richter, C. G. & Landau, A. N. Feature-based attention samples stimuli rhythmically. Curr. Biol. 29, 693-699.e4 
(2019).

 12. Fiebelkorn, I. C., Saalmann, Y. B. & Kastner, S. Rhythmic sampling within and between objects despite sustained attention at a 
cued location. Curr. Biol. 23, 2553–2558 (2013).

 13. Mathewson, K. E., Gratton, G., Fabiani, M., Beck, D. M. & Ro, T. To see or not to see: Prestimulus α phase predicts visual awareness. 
J. Neurosci. 29, 2725–2732 (2009).

 14. Liu, X., Balestrieri, E. & Melcher, D. Evidence for a theta-band behavioural oscillation in rapid face detection. Eur. J. Neurosci. 56, 
5033–5046 (2022).

 15. Burton, A. M., Wilson, S., Cowan, M. & Bruce, V. Face recognition in poor-quality video: Evidence from Security Surveillance. 
Psychol. Sci. 10, 243–248 (1999).

 16. Ramon, M. & Gobbini, M. I. Familiarity matters: A review on prioritized processing of personally familiar faces. Vis. Cogn. 26, 
179–195 (2018).

 17. Gobbini, M. I. et al. Prioritized detection of personally familiar faces. PLoS ONE 8, e66620 (2013).
 18. Di Oleggio Castello, M. V. & Gobbini, M. I. Familiar face detection in 180ms. PLoS One 10(8), e0136548. https:// doi. org/ 10. 1371/ 

journ al. pone. 01365 48 (2015).
 19. Wiese, H. et al. A robust neural index of high face familiarity. Psychol. Sci. 30, 261–272 (2018).
 20. Dobs, K., Isik, L., Pantazis, D. & Kanwisher, N. How face perception unfolds over time. Nat. Commun. 10, 1–10 (2019).
 21. Balas, B., Cox, D. & Conwell, E. The effect of real-world personal familiarity on the speed of face information processing. PLoS 

ONE 2, e1223 (2007).
 22. Helfrich, R. F. et al. Neural mechanisms of sustained attention are rhythmic. Neuron 99, 854-865.e5 (2018).
 23. Chen, A., Wang, A., Wang, T., Tang, X. & Zhang, M. Behavioral oscillations in visual attention modulated by Task difficulty. Front. 

Psychol. 8, 1–9 (2017).
 24. Rao, R. P. & Ballard, D. Predictive coding in the visual cortex: A functional interpretation of some extra-classical receptive-field 

effects. Nat. Neurosci. 2, 79–81 (1999).
 25. Griffiths, B. J. et al. Rhythmic interactions between the mediodorsal thalamus 1 and prefrontal cortex precede human visual 

perception. bioRxiv (2022). https:// doi. org/ 10. 1101/ 2022. 02. 07. 479362.
 26. Liu, L. & Luo, H. Behavioral oscillation in global/local processing: Global alpha oscillations mediate global precedence effect. J. 

Vis. 19, 1–12 (2019).
 27. Guo, B., Lu, Z., Goold, J. E., Luo, H. & Meng, M. Fluctuations of fMRI activation patterns in visual object priming. Hum. Behav. 

Brain https:// doi. org/ 10. 37716/ HBAB. 20200 10601 (2020).
 28. Blais, C., Arguin, M. & Gosselin, F. Human visual processing oscillates: Evidence from a classification image technique. Cognition 

128, 353–362 (2013).
 29. Vinette, C., Gosselin, F. & Schyns, P. G. Spatio-temporal dynamics of face recognition in a flash: It ’ s in the eyes. Cogn. Sci. 28, 

289–301 (2004).
 30. Konkle, T., Brady, T. F., Alvarez, G. A. & Oliva, A. Conceptual distinctiveness supports detailed visual long-term memory for 

real-world objects. J. Exp. Psychol. Gen. 139, 558–578 (2010).
 31. Willenbockel, V. et al. Controlling low-level image properties: The SHINE toolbox. Behav. Res. Methods 42, 671–684 (2010).
 32. Kleiner, M. et al. What’s new in Psychtoolbox-3?. Perception 36(14), 1–16 (2007).
 33. Liu, X., Balestrieri, E. & Melcher, D. Behavioral oscillations in rapid face detection. Perception 50, 172 (2021).
 34. Watson, A. B. & Pelli, D. G. Quest: A Bayesian adaptive psychometric method. Percept. Psychophys. 33, 113–120 (1983).
 35. King-Smith, P. E., Grigsby, S. S., Vingrys, A. J., Benes, S. C., & Supowit, A. Efficient and unbiased modifications of the QUEST 

threshold method: Theory, simulations, experimental evaluation and practical implementation. Vision Research 34(7), 885–912. 
https:// doi. org/ 10. 1016/ 0042- 6989(94) 90039-6 (1994).

 36. Samaha, J. & Postle, B. R. The speed of alpha-band oscillations predicts the temporal resolution of visual perception. Curr. Biol. 
25, 2985–2990 (2015).

 37. Kawashima, T., Hayashi, M. J. & Amano, K. Attentional rhythmic blink: Theta/Alpha balance in neural oscillations determines 
the rhythmicity in visual sampling. bioRxiv (2022).

 38. Brookshire, G. Putative rhythms in attentional switching can be explained by aperiodic temporal structure. Nat. Hum. Behav. 
https:// doi. org/ 10. 1038/ s41562- 022- 01364-0 (2022).

 39. Berens, P. CircStat: A MATLAB toolbox for circular statistics. J. Stat. Softw. 31, 1–21 (2009).
 40. Efron, B. & Tibshirani, R. J. An Introduction to the Bootstrap (CRC Press, 1994).
 41. Zareian, B. et al. Attention strengthens across-trial pre-stimulus phase coherence in visual cortex, enhancing stimulus processing. 

Sci. Rep. 10, 1–12 (2020).
 42. Merholz, G., Grabot, L., Vanrullen, R. & Dugué, L. Periodic attention operates faster during more complex visual search. bioRvix 

(2021) https:// doi. org/ 10. 1101/ 2021. 09. 22. 460906.
 43. Wutz, A., Muschter, E., van Koningsbruggen, M. G., Weisz, N. & Melcher, D. Temporal integration windows in neural processing 

and perception aligned to saccadic eye movements. Curr. Biol. 26, 1659–1668 (2016).
 44. Benedetto, A. & Morrone, M. C. Saccadic suppression is embedded within extended oscillatory modulation of sensitivity. J. 

Neurosci. 37, 3661–3670 (2017).
 45. Plöchl, M., Fiebelkorn, I., Kastner, S. & Obleser, J. Attentional sampling of visual and auditory objects is captured by theta-

modulated neural activity. Eur. J. Neurosci. https:// doi. org/ 10. 1111/ EJN. 15514 (2021).
 46. Dugué, L., Roberts, M. & Carrasco, M. Attention reorients periodically. Curr. Biol. 26, 1595–1601 (2016).
 47. Mo, C. et al. Competing rhythmic neural representations of orientations during concurrent attention to multiple orientation 

features. Nat. Commun. 10, 1–10 (2019).
 48. McKeeff, T. J., Remus, D. A. & Tong, F. Temporal limitations in object processing across the human ventral visual pathway. J. 

Neurophysiol. 98, 382–393 (2007).
 49. Gentile, F. & Rossion, B. Temporal frequency tuning of cortical face-sensitive areas for individual face perception. Neuroimage 90, 

256–265 (2014).
 50. Stigliani, A., Weiner, K. S. & Grill-Spector, K. Temporal processing capacity in high-level visual cortex is domain specific. J. Neurosci. 

35, 12412–12424 (2015).
 51. Yeatman, J. D. & Norcia, A. M. Temporal tuning of word and face selective cortex. J. Cogn. Neurosci. 28, 1820–1827 (2016).
 52. Kastner, S., Fiebelkorn, I. C. & Eradath, M. Dynamic pulvino-cortical interactions in the primate attention network. Curr. Opin. 

Neurobiol. 65, 10–19 (2020).
 53. Bichot, N. P., Heard, M. T., DeGennaro, E. M. & Desimone, R. A source for feature-based attention in the prefrontal cortex. Neuron 

88, 832–844 (2015).

https://doi.org/10.1111/EJN.15264
https://doi.org/10.1371/journal.pone.0136548
https://doi.org/10.1371/journal.pone.0136548
https://doi.org/10.1101/2022.02.07.479362
https://doi.org/10.37716/HBAB.2020010601
https://doi.org/10.1016/0042-6989(94)90039-6
https://doi.org/10.1038/s41562-022-01364-0
https://doi.org/10.1101/2021.09.22.460906
https://doi.org/10.1111/EJN.15514


15

Vol.:(0123456789)

Scientific Reports |        (2023) 13:10145  | https://doi.org/10.1038/s41598-023-34812-6

www.nature.com/scientificreports/

 54. Baldauf, D. & Desimone, R. Neural mechanisms of object-based attention. Science. 344(6182), 424–427 (2014).
 55. Dumoulin, S. O. & Wandell, B. A. Population receptive field estimates in human visual cortex. Neuroimage 39, 647–660 (2008).
 56. Kay, K. N., Mezer, A. & Wandell, B. A. Compressive spatial summation in human visual cortex. J. Neurophysiol. 110, 4810494 

(2013).
 57. Zhou, J., Benson, N. C., Kay, K. N. & Winawer, J. Compressive temporal summation in human visual cortex. J. Neurosci. 38, 691–709 

(2018).
 58. Gaillard, C. et al. Prefrontal attentional saccades explore space rhythmically. Nat. Commun. 11, 1–13 (2020).
 59. Wyatte, D., Jilk, D. J. & O’Reilly, R. C. Early recurrent feedback facilitates visual object recognition under challenging conditions. 

Front. Psychol. 5, 674 (2014).
 60. Rajaei, K., Mohsenzadeh, Y., Ebrahimpour, R. & Khaligh-Razavi, S.-M. Beyond core object recognition: Recurrent processes 

account for object recognition under occlusion. PLoS Comput. Biol. 15, e1007001 (2019).
 61. Karimi-Rouzbahani, H., Ramezani, F., Woolgar, A., Rich, A. & Ghodrati, M. Perceptual difficulty modulates the direction of 

information flow in familiar face recognition. Neuroimage 233, 117896 (2021).
 62. Bar, M. et al. Top-down facilitation of visual recognition. Proc. Natl. Acad. Sci. 103, 449–454 (2006).
 63. VanRullen, R. Perceptual cycles. Trends Cogn. Sci. 20, 723–735 (2016).
 64. Karras, T., Laine, S. & Aila, T. A style-based generator architecture for generative adversarial networks. In Proceedings of the IEEE 

Computer Society Conference on Computer Vision and Pattern Recognition vols 2019–June 4396–4405 (IEEE Computer Society, 
2019).

Acknowledgements
We would like to thank Alessia Santoni and Michele Deodato for sharing their photos in Fig. 1A. The authors 
received no specific funding for this work.

Author contributions
X.L. writes the Stage 1 protocol, and will contribute to the project in experimental work, data analysis, and Stage 
2 manuscript writing. D.M. contributes in the conceptualization, edits the Stage 1 protocol, will supervise the 
data collection, and edit/review the manuscript.

Additional information
Supplementary Information The online version contains supplementary material available at https:// doi. org/ 
10. 1038/ s41598- 023- 34812-6.

Correspondence and requests for materials should be addressed to D.M.

Reprints and permissions information is available at www.nature.com/reprints.

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

Open Access  This article is licensed under a Creative Commons Attribution 4.0 International 
License, which permits use, sharing, adaptation, distribution and reproduction in any medium or 

format, as long as you give appropriate credit to the original author(s) and the source, provide a link to the 
Creative Commons licence, and indicate if changes were made. The images or other third party material in this 
article are included in the article’s Creative Commons licence, unless indicated otherwise in a credit line to the 
material. If material is not included in the article’s Creative Commons licence and your intended use is not 
permitted by statutory regulation or exceeds the permitted use, you will need to obtain permission directly from 
the copyright holder. To view a copy of this licence, visit http:// creat iveco mmons. org/ licen ses/ by/4. 0/.

© The Author(s) 2023

https://doi.org/10.1038/s41598-023-34812-6
https://doi.org/10.1038/s41598-023-34812-6
www.nature.com/reprints
http://creativecommons.org/licenses/by/4.0/

	The effect of familiarity on behavioral oscillations in face perception
	Anchor 2
	Protocol registration 
	Methods
	Ethics information. 
	Design. 
	Sampling plan. 
	Data analysis. 

	Results
	Participant information. 
	Better performance in the familiar than unfamiliar blocks. 
	A theta-band fluctuation in gender discrimination accuracy. 
	Different oscillatory patterns for familiar and unfamiliar faces. 

	Discussion
	References
	Acknowledgements


